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PREFACE 

The manuscript of Dr. Pelseneer's volume on the Mollusca — 
now published — was completed nearly two years ago. It has 
been translated and revised for press by Dr. Gilbert Bourne, 
of New College, Oxford, to whom the thanks of both the 
author and editor are due and are cordially tendered. 

E. RAY LANKESTEE. 
December 1905. 
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CHAPTER I 

THE MOLLUSCA 

PHYLUM MOLLUSCA, Cuvier 

( = Palliata, Latreille; Malacozoa, de Blainville; Hbtero- 
GANGLIATA, Owen ; Otocardia, Haeckel ; Saccata, Hyatt). 

Grade A. Isopleura (Ray Lankester). 
Class L Amphineura (von Jhering). 
Order L Polsrplacophora. 
„ 2. Aplacophora. 

Grade B. Prorhipidoglossomorpha (Grobben). 
Class L Gastropoda (Cuvier). 
Sub-Class L Streptoneura. 
Order L Aspidobranchia. 
„ 2. Pectinibranchia. 

Sub-Class 2. Euthyneura. 
Oixler L OpisthobrancMa. 
„ 2. Palmonata. 

Class IL Scaphopoda (Bronn). 
(No Orders.) 

Class HI. Lamellibranchia (de Blainville). 
Order L Protobranchia. 
„ 2. Filibranchia. 
„ 3. Eulamellibranchia. 
„ 4. Septibranchia. 

Grade C. Siphonopoda (R^iy Lankester). 
Class I. Cephalopoda (Cuvier). 
Sub-Class L Tetrabranchia. 

„ 2. DiBRANCHIA. 

Order 1. Decapoda. 
„ 2. Octopoda. 

1 I 
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I. Introduction. 

Formerly a number of ver7 ^verao zoological forms, such as 
Brachiopoda, Tiinicata, and even Cirrhipedia, were included among 
the MoUusca. The last-named were the first to be dissociated from 
the true MoUusca, after J. Vaughan Thompson had shown, by a 
study of their larval development and metamorphoses, that they 
were modified Crustacea. At a later date the Tunicates were 
shown, also as a result of embryological research, to have affinities 
with the Vertebrata. The Brachiopoda, both because of their 
bivalve shell and the supposed resemblance of their superficial 
anatomy to that of Lamellibranchia, retained a place in the 
MoUuscan phylum for a much longer period. H. Milne-Edwards, 
it is true, united the Brachiopoda with the Polyzoa under the name 
Molluscoidea, but he placed this group very close to the MoUusca, 
and his views were very generaUy accepted by zoologists. It is 
only twenty-five years since the phylum MoUusca was finally 
purged of all alien elements, and limited, as in Professor Lankester's 
"MoUusca" in the ninth edition of the ETwyclopmdia Bntannica, 1883, 
to such forms as are demonstrably related to one another. 

More recently H. von Jhering propounded the view that this 
assemblage of animals, believed to be closely related to one another, 
was in fact unnatural, heterogeneous, and polyphyletic. But his 
hypothesis could not stand the test of criticism, and never ob- 
tained the support of any reputable malacologist. Since his 
time the unity of the MoUuscan phylum has never been called into 
question. 

Closely related as the different forms of the MoUusca are, 
they exhibit a great variety in external aspect, chiefly because the 
tegumentary layer, consisting of epithelium, connective tissue, and 
muscle, is exceedingly plastic, and gives rise to outgrowths, 
appendages and expansions of the most various kind. The 
diversity of form is further increased by concrescence of the 
various out-growths of the body, either with one another, or 
with adjacent structures; such concrescences being exhibited by 
the mantle edges, the lobes and margins of the foot, the gills, and 
other organs. 

But, however diverse the external configuration of the MoUuscan 
body, the internal organisation, at least in its main features and 
in young forms, preser\^es a remarkable uniformity. The group 
is homogeneous, sharply defined, and its members are easily 
recognised. The Moilusca also afford a very good instance of the 
progressive modification and evolution of organic structure. It 
would be difficult to name another group of the animal kingdom 
in which relationships can be more clearly determined and the 
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pedigrees of the sub-groups more certainly traced; and for this 
reason no phylum, with the possible exception of the Echinoderma, 
has, in recent years, yielded such fruitful results to the investigator. 

II. The Morphology and Life-History of the Mollusca. 

1. General Description and External Characters, — The Mollusca are 
Coelomocoela with a distinct coelom and haemocoel. The latter has 
undergone a great development by phleboedesis (see Professor Lan- 
kester's introduction in Part 11. of this treatise), and the coelom there- 
fore is proportionately reduced. In the adult condition there are two- 
recognisable coelomic cavities, the pericardial coelom and the true 
gonocoel or gonadial cavity. These two may be in communication 
with one another, but more frequently they are separate. The 
haemocoel is completely closed, and is probably the remnant of the 
embryonic blastocoel. The coelom, on the contrary, communicatee 
with the exterior by coelomoducts and coelomopores. The coelomo- 
ducts are part of the primitive protocoelom ; they first served as 
gonaducts, but afterwards were adapted to excretory functions and 
became excretory organs or uroducts. In some cases, however, they 
retain part of their primitive character and serve the double purpose 
of uroducts and gonaducts (Fig. 5''^, g, i, j). 

The external features of a mollusc, though very variable, nearly 
always admit of a division of the body into three tegumentary 
regions or organs. The most anterior division is the head : it bears 
the mouth, appendages of various kinds, and nearly all the organs 
of special sense. The second division is ventral, and has the form 
of a highly developed tegumentary projection of variable shape : 
this is the foot, the chief organ of locomotion. The third division 
comprises the dorsal part of the body, covered by a calcified cuticle 
or protective shell, the shape of which is subject to great variation 
in the different subdivisions of the phylum. This dorsal region i& 
known as the mantle or pallium. 

The free surface of the body is covered by an epithelium, which 
is frequently ciliated. The epithelium is richly supplied with 
glandular cells which secrete an abundant mucus, serving to keep 
the skin moist and supple. In some cases, e,g. PhyUirhoe and 
Pholas, the glandular secretion is phosphorescent. The epithelium 
is also richly supplied with nerve-endings, and some of the epithelial 
cells may secrete chitinous or calcareous spicules, which remain 
embedded in the integument (Amphineura). 

The greater part of the external, or at least the originally 
external, pallial epithelium secretes a shell (Fig. 1, sh). The shell 
consists of a matrix of a chitin-like substance, conchyolin, im- 
pregnated with mineral salts. The latter may be present in such 
abundance as to form 95 per cent of the shell substance. The chief 
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mineral constituent is carbonate of lime, but from 1 to 2 per cent of 
phosphate of lime is also present, and traces (less than \ per cent) 
of carbonate of magnesium. The greater part of the thickness of 
the shell is made up by the ostracum, which consists of two layers : 
(1) an external layer, frequently coloured, and formed by prisms of 
calcite ; (2) an internal layer consisting of arragonite, generally in 
the form of overlapping plates : it is the internal layer that forms, 
in various species, the nacre or mother-of-pearl. 

The growth of the shell is effected in two ways. Its extent is 
increased by the addition of new matter, secreted by the thickened 
edge of the mantle, to the outer or prismatic layer. Its thickness 
is increased by addition of new matter, secreted by the whole 
surface of the mantle, to the inner or nacreous layer. In addition 




Fio. 1. 

Young embryo of Fvr^ra. lapilhis, ttom the left side, x 16. a, anua ; /, foot ; m, mouth ; 
oC, otocyst ; p.a.c, post-anal cilia ; re, embryonic kidney ; shy shell ; ve, velum ; rt, vitellus. 

to the two layers of the ostracum already mentioned, there is a 
third layer, called the hypostracum, on the areas of attachment of 
the muscles which serve to fasten the animal to its shell. Finally, 
there is the periostracum or shell epidermis, forming an external 
covering to most shells: it is formed by the pallial fold at the 
edge of the mantla In some Polyplacophora, Gastropoda, and 
Lamellibranchia, and in most of the Cephalopoda, the free edges of 
the mantle are reflected over the shell, so as to cover a greater or less 
part of its outer surface. In some species in which this special 
feature is developed to its greatest extent, the reflected mantle 
edges form a completely closed sac round the shell, so that the 
latter is internal and concealed. In rare cases the pedal integument 
may secrete a calcified " shell," which may be adherent {Hipponyx) 
or free (Argonauta). 

The shell was for a long time the criterium of Molluscan 
classification. But the progress of anatomical study showed that 
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genera with more or less similar shells might differ considerably 
from one another in internal organisation, and gradually the 
structure of the animal, rather than the form of its shell, came to 
be recognised as the guide to its systematic position. But to thia 
day there are many genera of Gastropods and Lamellibranchia 
whose anatomy is unknown, and their classification, founded on the 
characters of their shells alone, is, of course, provisional. 

The head and foot are fastened to the shell by muscular 
bundles, which are paired and symmetrical in the Polyplacophora, 
Scaphopoda (Fig. 181, c'), and Lamellibranchia (retractors of the 
foot), and in the Cephalopoda (retractors of the head and funnel), 
but in the Gastropoda there is a single asymmetrical so-called 
" columellar " muscle (Fig. 45, co). The fibres of these muscles are 
attached to the epithelium under the shell. The connective tissue 
layer which lies beneath the tegumentary epithelium is mesodermic 
in origin, and is extensively developed in the Mollusca. It invades 
the greater part of the original blastocoel and presents the following 
varieties : ( I ) plasmatic or vesicular cells, which sometimes give rise 
to endoplastic calcareous concretions or even to true sub-epithelial 
spicules, as in Fleurobranchiu^ and various Nudibranchia ; (2) stellate 
cells; (3) fibrillar cells. Blood spaces, whose distension causea 
turgescenco of various parts of the body, are frequently found in 
this connective tissue. On the other hand, the connective tissue 
may become compact and form supporting structures ; such are the 
" skeleton " of the gill filaments, the sub-epithelial " shell " of the 
Cymbuliidae, and the cartilaginous pieces in the Cephalopods and 
in the buccal mass of all classes except Lamellibranchs. 

Below, or imbedded in the subcutaneous connective tissue, are 
muscle fibres forming layers of rectilinear or annular bundles ; but 
as a nile only a few definite muscular masses can be distinguished. 
The muscle fibres are of the smooth variety, though in certain cases 
they appear to be striated, especially in muscles which contract 
rapidly. Such apparently striated fibres are found in the buccal 
mass of various Gastropods, in the heart, in the fins of Pteropods 
and Heteropods, in the siphon of Cephalopods, in the columellar 
muscle of the larvae of certain Nudibranchs, in the branchial 
septum (Cuspidarin), in the adductor muscles of various Lamelli- 
branchs, and especially in the Pectinidae, in which the striation 
looks almost identical with that of Arthropods and Vertebrates. 
These fibres, however, are usually regarded as unstriated : they are 
wholly bi-refringent The fibrillae are parallel to one another, 
but in the contracted state are thrown into spirals, which is said 
to produce the appearance of transverse striation. The subject 
calls for renewed investigation. 

The tegumentary layer, composed as described of epithelium, 
connective tissue, and muscles, may attain to a very considerable 
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thickness. Certain portions of the tegumentary organs can be 
spontaneously detached from the body by the reaction of the 
animal against the incidence of external forces. Tliis phenomenon 
is known as '' autotomy," and is generally defensive, as, for instance, 
the loss of portions of the foot (Harpa) or of its appendages ; the 
loss of the siphons of some Lamellibranchs ; of the dorsal papillae 
And other parts of the dorsal integument in certain Nudibranchs ; 
of the cephalic tentacles of Scaphopods, etc. The lost parts are 
regenerated, just as other tegumentary organs (cephalic tentacles, 
fins, arms of Cephalopods) that have been accidentally removed, are 
regenerated with all the complex and differentiated structures that 
they may possess, such as eyes, suckers, etc. The most remarkable 
-example of regular physiological autotomy is found among the 
Cephalopods, namely, the hectocotylised arms of the Philonexidae 
And Argonautidae (Fig. 287). 

2. The Digestive Trad, — The alimentary tract always has two 
orifices, the mouth and anus, generally situated at the two 
-extremities of the body; but the anus may be brought to an 
anterior position by a ventral flexure, wliich may or may not be 
complicated by a lateral torsion. The anus is absent only in the 
parasitic genus Entosiphon ; the alimentary tract is rudimentary in 
the parasites Entocokix and Eniocondui ; it is absent altogether in 
Enteroxenos. 

In all other forms three essential parts can be recognised in the 
digestive apparatus. Firstly, the buccal or anterior section of the 
gut, of ectodermic origin, which comprises the first dilatation or 
buccal cavity and the oesophagus. Secondly, there is the mid-gut, 
of endodermic origin, comprising the second dilatation or stomach. 
Thirdly, there is the hind-gut or intestine. The anterior dilatation 
or buccal cavity is absent in the Lamellibranchs, with the exception 
of certain Nuculidae. Cuticular formations are present in different 
parts of the internal wall of the alimentary tract, and are specially 
developed in its anterior portion. They occur around the mouth — 
having the form of a prehensile collar in Doris — ^but more 
particularly in the buccal cavity, where two diff'erent sorts of 
cuticular formations are found, the mandibles and the radula. The 
mandibles are anterior, dorsal, and unpaired in the Dentaliidae, 
Patellidae, Pulmonates, Aegirus (Fig. 73, B), etc., but paiied and 
lateral in the majority of the Gastropoda. In the Cephalopoda tlie 
members of the pair are dorsal and ventral (Fig. 266). These 
organs are chitinous, and are only calcified in certain Chaeto- 
dermidae, and partially so in Nautilus, 

The radula is characteristic of the phylum MoUusca. It exists 
throughout the series, from the most archaic forms upward, and is 
only absent in the most specialised types, in which it has evidently 
been lost, such as certain Neomeniomorpha among the Aplacophora, 
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the Lamellibranchs, various isolated forms of Gastropoda, and the 
Cirrhoteuthidae among Cephalopods. The radular apparatus has 
the form of chitinous teeth, disposed in transverse rows; the 
number of teeth in each row is sub- 
ject to variation, but they are always 
arranged symmetrically on one side 
and the other of a central tooth 
(Pig. 2). 

Thus there are eight lateral teeth 
on either side of the central tooth in 
Polyplacophora (8.1.8); two laterals 
on either side of the central in 
Scaphopoda (2.1.2); three laterals 
on either side of the central in almost 
all Cephalopods (3.1.3). In the 
Gastropods the number of teeth in 
each row varies considerably in the 
different sub-groups. The radular 
ribbon issues from a pharyngeal 
caecum, in which it is secreted, and 
is applied to the surface of paired 
cartilaginous pieces situated on the 
floor of the buccal cavity. These 
so-called cartilages have a charac- 
teristic vesicular structiure quite dif- 
ferent from that of ordinary cartilage such as is found in Cephalo- 
pods and Opisthobranchs. Applied to these cartilaginous pieces 
the radula, by the action of special muscles, executes backward 
and forward rasping movements. 

The cuticular lining of the stomach is specially developed in 
Lamellibtanchs and in certain Gastropods in which it is sometimes 
differentiated into masticatory plates provided with special muscles. 

The buccal cavity or anterior dilatation of the alimentary tube 
receives in the Amphineura, Gastropoda, and Cephalopoda, the 
secretion of the so-called salivary glands, of which one or several 
pairs may be present. The oesophagus may present various 
forms of accessory dilatations, known as "gizzards," glandular 
regions, etc. 

The secretion of an important and voluminous digestive gland 
is poured into the second primary dilatation of the gut or stomach : 
this gland is called the liver, but this name must not be taken to 
imply a physiological identity with the liver of vertebrates. The 
liver is an acinous glandular organ, the epithelial cells of which are 
all very similar to one another in Polyplacophora, but in other 
forms they are generally differentiated into ferment cells and 
excretory cells. From the physiological point of view this gland is 



Fro. 2. 

Transverse rows of the nulula. A^ 
Boi'fOi^Uon nther; B, Natioa dcnua; C, 
FuUcUitm Utragonum ; D, Jiosna fiftait- 
copis; all much enlarsed. c, central 
tooth ; ^ lateral te»>tri ; m, 
teeth. (After G. O. Sara.) 



marginal 
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a hepato-pancreas, since its secretion peptonises albuminoids, converts 
starches into sugar, and saponifies fats. Absorption of digested 
food-stufFs is effected, in some forms at least, by the liver itself, 
and finally this gland has an excretory function in that it secretes 
waste proiducts of metabolism into the alimentary tube. 

The stomach (in various Gastropods, in Scaphopods, and 
Lamellibranchs) is provided with a caecum in which a crystalline 
style is often secreted. In addition there exists, in some 
Gastropods and Cephalopods, a caecum coiled in a spiral. These 
two structures do not appear to be homologous, for in some 
Gastropods (Nassopsis) the spiral caecum and the sac containing the 
crystalline style occur together. The intestine, or at least its 
terminal portion, is furnished, in nearly all groups of MoUusca, 
with a longitudinal ridge called a typhlosole or with a furrow 
bordered by two ridges. An anal gland is present in various 
Gastropods, in Dentalium, and in nearly all Cephalopods. 

3. Circulaium and Re^iratimi. — In addition to the cavity of the 
alimentary tube two other important cavities, completely separated 
from one another, are found in the MoUuscan body. The first, 
called the coelomic cavity, communicates freely with the exterior, 
and is generally reduced to the pericardium and the gonadial or 
genital cavity. The second is very probably the remnant of the 
blastocoel or segmentation cavity, and is continuous with spaces 
in the conjunctive mesenchyme of the integuments. It is filled 
with a fluid blood or haemolymph which is at once nutritive and 
respiratory in function. This cavity constitutes the circulatory 
apparatus. 

The circulatory apparatus is provided, for a greater or less 
part of its extent, with proper endothelial walls ; where these are 
absent it is lined by connective tissue so that the organs are never 
brought into direct contact with the blood. The circulatory cavity 
is, in fact, more or less specialised into arteries and veins of 
vascular structure, but there are rarely tubular capillary ramifica- 
tions, except in the integuments of Cephalopods. More usually 
the capillaries are swollen irregular cavities. The rest of the 
circulatory system is formed of sinuses; — irregularly defined 
spaces in the connective tissue and specially abundant in the 
integuments. In fact, the phenomenon of phleboedesis (Ray 
Lankester) is manifested in a very high degree in the Mollusca, 
the cavity of the circulatory system being distended and in- 
sinuated among the organs to such a degree as to push back 
and diminish the coelom, though no communication is ever estab- 
lished between the two. The blood-vessels pass abruptly into the 
sinuses, and in some cases communication between sinus and blood- 
vessel is established by orifices in the walls of the latter. Remark- 
able instances of this form of communication may be seen in the 
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vena cava of Navtilm, in the auricle of Patella (Fig. 80), and in the 
afferent branchial vein of Aplysia, 

The central and pulsatile portion of the circulatory apparatus 
is well developed, except in the Entoconchidae. It is situated 

A n c \ 



:jC 




Fio, 3. 

Diagram to show the relatioDS of the heart in the MoUusca. A, part of the dorsal vaacaiar 
trunk and transverse trunks of a Chaetopod worm ; B, ventricle and auricles of Navtiltu ; C, 
of a Lamellibranch, of Chit&n, or of Loligo ; D, of Octopv^ ; £, of a Gastropod, a, auricle ; a.c, 
arteria cephalica (aorta) ; ai, arteria abdoniinalis ; r, ventricle. The arrows show the direc- 
tion of the blood -current. (From Lankester, after Gegenbour.) 

on the dorsal side in the pericardium, except in Anomia and the 
Octopods, and originally at the posterior end of the animal. In no 
case is the pericardium a blood sinus ; it is a portion of the coelom, 
without communication with the circulatory system, as is shown by 
the absence of red corpuscles in the pericardium of such Molluscs 
as have red blood (Penrose and Ray Lankester). 

The heart is entirely arterial, and comprises, firstly, a median 
ventricle, with muscular walls and internal fleshy columns, the 
fibres of which give the appeiirance of 
striation : being spongy in texture, this 
organ has no intrinsic nutritive vessels. 
Secondly, two (in Nautilus four) paired 
auricles, disposed symmetrically on 
either side of the ventricle. The 
auriculo- ventricular openings are simple, 
except in the Polyplacophora, where 
they are frequently multiple (Fig. 4). 
Each opening is provided with a valve 
opening towards the cavity of the 
ventricle and preventing the reflux of 
blocxl into the auricle. Frequently one 
member of the single pair of auricles »if«.pect i. left anterior auricuio- 

o ir- ventncular communication ; II, ven- 

IS much reduced, or may be aborted, tricle; III, right anterior afferent 

. , V • ii. • 'i. r /-I vessel ; IV, V, VI, right posterior 

as IS the case m tne majority of (jas- afferent vessels; VII, left auricle; 

fT/\rk<^rla /TTi** ^ T?\ VII (, left posterior auriculo-ventricu- 

tropoas ^rig. 6, 1L;. Ur communication. 

Primitively a single, morphologically 
anterior aorta is given off" from the ventricle, and this condition 
persists in the Amphineura and in the archaic Lamellibranchia. 




Fio. 4. 
Heart of Chiton j)cUL^'8er)ientig, dor- 
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The aorta together with the ventricle fonns a dorsal vessel com- 
parable to that of Annelids. Secondarily a second and morpho- 
logically posterior aorta may be formed, as in the Gastropods and 
the majority of Lamellibranchs (Fig. 3, E), and even a third (the 
genital aorta of certain Cephalopods) may be formed in connection 
with the first. The ramifications of these aortae carry the blood 
throughout the body. The kidneys, however, are supplied almost 
entirely with venous blood, from which their cells extract and 
excrete the waste products of metabolism. Thus the circulation 
of the kidneys may be described as a portal system. 

The blood is generally a colourless fluid containing amoebocytes 
and sometimes haematids. It may be of a bluish colour, due to 
the presence of haemocyanin, an albuminoid containing copper 
(Fredericq). In other cases it is red, owing to the presence of 
haemoglobin, which may be in solution in the plasma {Plancrbis) or 
may be localised in haematids (red blood corpuscles). These are 
present in Feciunculus, Area, Ceratisolen [Lankester], Faromya, and 
Neomeniomorpha. The musculature of the buccal bulb has been 
shown by Lankester in Gastropoda to owe its red colour to 
haemoglobin impregnating the muscular tissue. The density of 
the blood is always greater than that of water, greater even 
than that of sea-water in the case of some marine molluscs. The 
blood of Anodonia contains ten times more salts than the sur- 
rounding medium : the density of the blood of Octopus is 1,047. 
The pressure of the blood in the arteries amounts to from 3 to 5 
centimetres of water in Anodonia and to 108 centimetres of water 
in Octopus. 

The volume of blood in some groups, particularly in the 
Lamellibranchs and Gastropods, is so great that it plays a very 
important part in the tiu'gescence of various parts of the integu- 
ment, by filling the tegumentary sinuses during the relaxation of 
their muscles. To this end some blood spaces, corresponding to 
different turgescible organs, are separated by valves which admit of 
the accumulation of a considerable volume of blood in a definite 
portion of the body. Examples of this are found in Gastropods 
and in the valve of Keber in Lamellibranchs. 

Bespiration. — The venous blood is oxygenated almost exclusively 
in the superficial tegumentary sinuses of the mantle, this organ 
receiving a comparatively feeble supply of arterial blood. A 
portion of the free or ventral surface of the mantle is specialised to 
form a respiratory organ, through which passes nearly the whole of 
the blood that is returned to the auricles. These tegumentary 
organs, enclosing a part of the vascular system, project into the 
surrounding water in the form of pallial expansions, normally 
paired, in which the blood is oxygenated. This special part of the 
circulatory system is often regarded as a separate organ under 
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the name of the "respiratory apparatus." It is constituted 
by the ctenidia or branchiae properly so-called, of which there 
may be one or many pairs. There are two pairs in Nautilus; 
from four to eighty pairs in the Polyplacophora, and where a 
single pair is normally present it may be reduced to a single 
azygos organ, generally in correlation with the reduction of 
the auricles. 

The ctenidia are situated primitively in the posterior or anal 
region of the mantle, but they may be multiplied and spread 
anteriorly, or both anteriorly and posteriorly (Polyplacophora, 
Fig. 28), or without being multiplied they may extend pro- 
gressively towards the region opposite to their primitive situation, 




Fio. 5. 

Diagraina of transverMe sections of the cteniiUa of vuHouk Mollusca. I, Chiton; II, 
Fleu,njUmaria ; III, TroiJius; l\\Niicuhii V, Snutilmf; VI, Chartotieiitui ', VII, lialiotin; VIII, 
Lacuna ; IX, Holenmnya ; X, Sepicu a, afferent vesnel ; «>, t^tl'ei'ent venmel ; pa, niantle. 

as in Gastropods and Lamellibranchs. They are shorter in Xucnla 
than in Area; shorter in Area (Fig. 188) than in Avicula (Fig. 
236) ; shorter in Pleuroiomaria than in Irochus, and in Trochxis than 
in Fissurella, 

These ctenidia have exactly the same structure in the archaic 
members of the different groups : an identical fundamental 
structure may be recognised in the Polyplacophora, in the 
Rhipidoglossa among Gastropods, in the Protobranchs among 
Lamellibranchs, and in the Cephalopods (Fig. 5). Each ctenidium 
consists of an axis containing two vascular trunks. The one, 
an afferent vessel, in which the blood current is centrifugal, 
communicates with a " vena cava " or with a simple venous sinus ; 
the other is the efferent vessel, in which the current is centripetal, 
and the auricle is nothing more than its specialised terminal 
portion. The auricle, in fact, has the innervation of a pallial 
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organ like the ctenidium; the ventricle that of a visceral organ 
properly so called. Each side of the axis bears a row of respiratory 
filaments, generally flattened, but of variable shape, whose cavities 
communicate with the two vascular trunks of the axis. It is in 
the cavities of these filaments that the blood absorbs oxygen 
dissolved in the water. The continuous renewal of water on the 
surface of the ctenidium is provided for by a covering of ciliated 
epithelium. The ciliated epithelium is absent in Cephalopods, but 
in this group the powerful musculature of the mantle and siphon is 
sufficient for the purpose. 

The whole voliune of venous blood, however, is not in all cases 
passed through the ctenidia : a smaller or larger part may be 
distributed to the mantle and thence returned directly to the 
heart. This arrangement is found in a considerable number of 
Gastropods (Heteropods, Pleurobranchs, and Nudibranchs) and in 
the majority of Lamellibranchs. Finally, the typical respiratory 
apparatus may be complicated by specialisation or by reduction, 
and may disappear altogether, as in the Neomemiidae, the 
Scaphopoda, the Septibranchia, and a large number of Gastropoda. 
In such cases the function of oxygenating the blood is wholly 
transferred to the free surfaces of the pallial integuments, which 
often form a secondary respiratory organ, especially in the 
Gastropoda. In aquatic species this secondary apparatus takes 
the form of "pallial branchiae," in terrestrial species of a 
"lung." 

In certain cases there is a localised blood-gland or lymphatic 
gland which, from its phagocytic function and the formation of 
amoebocytes, may be said to have the physiological character of 
the spleen of Vertebrates. This organ is generally situated on the 
course of the aorta, instances being found in many Opisthobranchs 
and in the " white body " of Cephalopods (Fig. 268). It consists 
of conjunctive tissue in which blood corpuscles are formed at the 
expense of the conjunctive cells. In other cases the gland is 
diffuse, that is to say, distributed in a more or less irregular fashion 
in the conjunctive tissue in the form of plasmatic cells. 

4. Coelom, — The walls of the coelom of Molluscs are completely 
covered by a continuous epithelium, partly genital, partly excretory. 
The coelom is divided into several different cavities, gonadial, 
pericardial, and renal, the two last named being excretory. The 
gonadial and reno-pericardial cavities are separate, except in the 
Cephalopods and aplacophorous Amphineura. It must be assumed 
that the " Prorhipidoglossa," the common ancestors of the 
Gkistropods, Scaphopods, and Lamellibranchs, had also this 
communication between the pericardium and genital cavity, and it 
is preserved in the more archaic Gastropods and Lamellibranchs 
(certain Rhipidoglossa and Protobranchs), in which the gonads 
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open, not into the pericardium, but in the reno-pericardial duct, 
uniting the pericardium to the kidney. Such an arrangement is 
found in Trochus, Solenomya, etc. (Fig. 5 ^, g, i) ; and here we find 
that the genital and pericardial cavities are united to the kidney 
by a common duct of double origin, genital and pericardial. As a 
further differentiation, we find in a fairly large number of Lamelli- 
branchs and in the Scaphopods that the two distinct branches of 
this duct become longer (Fig. 5^, j); then the common duct dis- 
appears, and the gonad opens directly into the renal sac (Fig. 
5^, h, k). 

The pericardial coelom always surrounds the heart except in the 
Octopoda and the Anomiidae, or is much reduced or absent. 
Sometimes prolongations, ramifications, or parts of this pericardial 
cavity have their walls much specialised to form an excretory 
apparatus, known as the pericardial glands. The pericardial 
coelom always communicates with the renal sacs or renal portion 
of the original coelom: in Nautilus alone the kidneys are no 
longer continuous with the pericardial cavity, and this latter opens 
directly to the exterior by " coelomopores," orifices peculiar to 
itself. 

The Cephalopods have a pair of coelomoducts leading directly 
from the genital cavity to the exterior. In the Aplacophora this 
genital space only communicates with the exterior through the 
intermedium of the pericardium and renal sacs. The polyplaco- 
phorous Amphineura have acquired two special genital canals, 
through which the sexual products are discharged, but they do not 
appear to be true primitive coelomoducts (Fig. 5^, ^ ; Fig. 30, D). 
Finally, in the Lamellibranchs in general and in the Gastropods 
the genital ducts are formed at the expense of a portion of the 
renal sacs and ducts (on one side only in Grastropods) ; but the 
male ducts of the hermaphrodite Lamellibranchs, the Anatinacea, 
are neomorphs and an exception to the general rule. 

5. Excretory Organs. — ^The essential organs of excretion are the 
renal sacs or urocoeles, whose morphological nature requires 
further elucidation. They consist of paired canals, more or less 
modified, which open to the exterior on the suriace of the body 
and internally into the pericardium, except in the case of Nautilus, 
in which, as described above, the pericardial coelom has its own 
separate orifices, and in Dentalium. The reno-pericardial apertures 
are more or less elongate ciliated funnels whose cilia create a 
current in the direction of the kidney. In Elysia alone does the 
kidney possess multiple reno-pericardial apertures, to the number 
of about ten (Fig. 92). True "nephridia" (Lankester) only occur 
in the young stages of certain Gastropods (Pulmonates (Fip:. 118), 
PaludinOj etc.) and in Lamellibranchs ; they are described below 
under the head of Embryology (p. 136). 



Digitized by LjOOQIC 



14 



THE MOLLUSC A 



In cases in which a single pair of renal sacs is present, one 
member of the pair is often rudimentary or absent. This condi- 
tion is found in the majority of Gastropods, where the ctenidium 




Transformations of the genital duct in the HolUisca : diagrammatic dorsal views of the peri- 
cardium, gonad, and kidneys, a, ancestral hypothetical form ; d, Cephalopod ; e, stock form 
of Amphineura ; d, Aplacophora ; «, Polyplacophora ; /, Prorhipidoglossum ; g, some Rhipido- 
;loBsa \ErM»xginvia^ etc.) ; A, specialised Gastropod ; i, Protobranch Lamellibranch ; j, P«c(«n ; 
a:, Eulamellibranch. I, pericardial part of coelom ; II, gonad ; III, kidney ; IV, genital duct of 
Cephalopoda and Polyplacophora ; V, duct leading fh)m the gonad into the pericardium, into 
the reno-pericardial duct, or into the kidney ; VI, reno-pericardial duct ; VII, secondary genital 
duct in specialised Gastropoda and Lamellibranchs. 
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and auricle of the same side (topographically the right side) are 
also atrophied or have disappeared (Fig. 55). 

Almost all the venous blood that passes to the ctenidia trar 
verses the kidneys, so that there is a renal portal system. The 
renal sacs are, in fact, irrigated by conduits which lead to the 
afferent branchial veins, and these conduits may traverse the 
kidneys, as in Cephalopods (Fig. 273), or may surround them, as 
in Septibranchs (Fig. 210). Consequently the blood passing through 
the ctenidia is devoid of the products of excretion. 

The surface of the excretory sac which forms the kidney may 
be greatly increased by folds, by the formation of caeca, etc. Its 
walls are glandular for a greater or less part of their extent, and 
consist of an excretory epithelium in the cells of which the 
nitrogenous products of metabolism are accumulated. These 
products are ejected in the solid or liquid form, and vary from one 
group to another as regards their chemical constitution. They 
consist essentially of guanin in the Cephalopods, of uric acid in 
Gastropods, except in Cyclostoma^ where they consist of urea, as is 
also the case in Lamellibranchs, in which group uric acid is not 
normally found. The external water does not penetrate into the 
kidney, nor, a fortiori, does it enter the pericardium. It has, 
however, been established that water may occasionally enter the 
kidney of certain Heteropods and of Styliger, an Opisthobranch of 
the family Hermaeidae. 

The glandular part of the kidney is not the only region in 
which a glandular epithelium may be present. The epithelial 
lining of the pericardium may, in vaiious groups, be specialised to 
form a pericardial gland (Grobben) whose excretion is more acid 
than that of the kidney properly so called. Such a gland may be 
seen on the surfaces of the auricles or in the ramifications of the 
pericardium in Gastropods, Lamellibranchs (Fig. 212), and in 
Cephalopods (Fig. 273). This glandular region has a blood supply 
analogous to that of the kidney, and one may even see, in NauiiluSy 
the renal epithelium and that of the pericardial gland developed at 
the same level on the same afferent branchial vessel, the one on the 
one side, the other on the other side. The pericardial gland 
eliminates the waste products which are excreted by the Malpighian 
glomeruli of the vertebrate kidney ; the moUuscan kidney, properly 
so called, deals, on the other hand, with the same products of 
excretion as the tubuli contorti. Certain liver cells also constitute 
an important organ of excretion, especially in the Opisthobranchs 
and Pulmonates. In the latter the dorsal wall of the pedal gland 
is also excretory, and finally veritable accumulatory excretory 
organs are often formed in the conjunctive tissue by plasmatic 
cells known as the "cells of Leydig." True nephridia exist in 
developmental stages in the form of " larval kidneys." 
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6. NervoiLS System and Organs of Sense. — In the nervous system of 
MoUiisca a perioesophageal collar is normally present, of which the 
dorsal moiety is the cerebral and the ventral moiety the labial cain- 
missure. From either side, at the junction of the two moieties of 
the collar, nerve cords distributed to the integuments take their 
origin. These latter are differentiated into a dorsal pair, innervat- 
ing the mantle, and a ventral pair, innervating the foot : they may 
be ganglionated throughput the whole of their extent, as in the 
pallial cords of Amphineura and the pedal cords of Amphineura 
and Aspidobranchs, or they may bear localised ganglia, known as 
the pleural and pedal ganglia respectively, near their origins. 
These two paired cords are connected by anastomoses, the most 
anterior anastomosis being always preserved and known as the 
pleuro-pedal connective. The pedal cords or centres are united by 
anastomoses ventrad of the digestive tract, the most anterior and 
at the same time the largest of the anastomoses being always 
retained as the pedal commissure. The pallial cords are often 
united by an anastomosis dorsad of the rectum as in Amphineura, 
Gephalopods, Lamellibranchs, and various Gastropods. The 
nervous system of Molluscs is thus characterised by its oesophageal 
ring, from which issue four, originally parallel, tegumentary nervous 
cords (Fig. 19). 

The visceral organs are innervated firstly by trunks given off 
from the labial commissure. These trunks, uniting under the 
oesophagus, form an anterior or stomato-gastric visceral commissure, 
bearing on its course two ganglia which are situated near and 
partially innervate the buccal bulb and also the whole of the 
oesophagus and stomach. In some cases, e.g, the Gephalopods and 
certain Tectibranchia, the stomato-gastric commissure bears 
stomachal ganglia. The viscera are innervated, in the second 
place, by trunks issuing from the pallial cords and distributed to 
the circulatory, excretory, and genital viscera. In all Molluscs 
except the Amphineura the two most important of these trunks are 
united below the digestive tube, thus forming an infra-intestinal 
loop or " visceral commissure," provided with one or more ganglionic 
centres (Fig. 19, v.g). These two visceral loops, the stomato-gastric 
and the visceral properly so called, are gienerally united together 
by anastomoses (Gephalopods and Gastropods). 

There are, therefore, three kinds of nerve-centres in Molluscs : 
(1) sensory centres, represented by the ganglionated cerebral 
commissure or differentiated cerebral ganglia; (2) tegumentary 
centres, represented by the pleural and pedal cords or ganglia; 
(3) the visceral centres, represented by the stomato-gastric and 
the visceral loop properly so called. 

The nerve-centres consist of a superficial portion, made up of 
ganglion cells, and a central fibrillar portion which is almost 
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exclusively composed of prolongations of sensory or centripetal 
nerve fibres. The prolongations of the superficial ganglion cells are 
continued into motor or centrifugal nerve fibres. Isolated ganglion 
cells are to be found in the muscles of the heart and in those of the 
buccal bulb (Pulmonata). 

The nervous system, being in close relation to all the other 
organs, is of great importance to the morphologist, and the more so 
because it is the last to be influenced by the modifications under- 
gone by the organism. At the same time, every modification of 
an organ is faithfully reflected by the nervous system. In such 
forms as are still slightly differentiated, the large nerve cords are 
uniformly covered with ganglion cells : in less primitive forms the 
special development of certain parts of the body has produced a 
preponderant development of certain nerves corresponding to them, 
and nerve cells accumulate and give rise to ganglia at the bases of 
these more highly developed nerves. Accessory ganglia may also 
be formed at different points of the nervous system, either at the 
bases of sensory organs (Figs. 94, h\g\ 214, 05, etc.) or at the 
origin of important nerve trunks (Fig. 159, t). The ganglion 
centres may be shifted along the cords on which they are situated 
in consequence of changes in the parts that they innervate. 
Similariy, a nerve may be shifted along the cord from which it 
issues until it seems to have changed its place of origin, but its 
fibres always maintain their connection with their primitive nerve- 
centre. 

The approximation or the union of two parts of the body in- 
volves the approximation or fusion of the corresponding ganglia ; 
or if one of the two parts is atrophied, its nerve-centre is reduced 
and may be fused with the adjacent nerve-centre. The various 
ganglia exhibit a general tendency to centralisation, all the 
principal sensory organs being aggi*egated at the anterior part 
of the body. At first all the sensory and motor nerve-centres, 
and finally all the others (Cephalopoda, Nudibranchia, many 
Pulmonata), become localised in the same region and are grouped 
together. 

Organs of Sense. — The function of general sensibilit}' is spread 
over the whole of the free surface of the envelope of the 
body and the surfaces in continuity with it : included among the 
latter are the internal surface of the mantle, and especially its 
glandular tracts, and all invaginations of the ectoderm, such as the 
pedal glands, the terminal portion of the rectum, the kidneys, etc. 
On these various surfaces sensory elements are found among the 
epithelial cells in the form of neuro-epithelial or end-cells, which 
sometimes traverse a thick calcified cuticle (aesthetes of Chiton, 
Fig. 24). These elements are particularly numerous in the most 
exposed parts, such as the cephalic tentacles of Gastropods, the 
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epipodial tentaeles of Khipidoglossa, the pallial tentacles of Lamelli- 
branchs, etc., which therefore have the more special function of 
tactile organs. 

Taste organs in the form of sensory bulbs or cups have been 
shown to exist in the buccal cavity or round the mouth of several 
Molluscs. There are several kinds of organs of olfactory or some 
analogous function ; such are the cephalic rhinophores and the 
pallial osphradia. The rhinophores are situated on the head, and 
are frequently borne on more or less prominent appendages 
resembling tentacles (Fig. 163, /); or in other cases they have the 
form of a pit, as in the Cephalopods (Fig. 259, ol). The nerve of 
each rhinophore is supplied by the corresponding cerebral ganglion, 
and is sometimes partially united to the optic nerve. The osphradia 
(Kay Lankester) are situated near the entrance to the pallial cavity 
(Figs. 58 and 89, 08\ 99, XVI.), on the course of the branchial 
nerve, but sometimes, as a result of specialisation, they are situated 
on separate ganglia. The osphradia have the form of ridges or 
pits lined by sensory epithelium, and their function is to test the 
respiratory fluid. It has been demonstrated, in certain Lamelli- 
branchs at any rate, that the nerve-fibres supplying the osphradia 
originate in the cerebral ganglia. 

The otocysts (de Lacaze-Duthiers) are invaginations of the 
integuments of the foot. In the Protobranchs (Pelseneer) and in 
Mytilus (List) they are otocrypts, that is to say, they are still open 
invaginations ; but in all other Molluscs these organs are closed 
and contain auditory granules or otoliths suspended in a fluid 
secreted by the wall of the otocyst, this latter structure being 
furnished with sensory and ciliated cells. The otocysts, even when 
they are attached to the pedal ganglia, are innervated from the 
cerebral ganglia (Koren and Danielssen, de Lacaze-Duthiers, Leydig; 
Figs. 123, C ; 146). They are absent both in the young and adult 
Amphineura and in the adult stages of various sessile Molluscs. 
It is through the agency of these organs that the animal is able 
to perceive disturbances in the surrounding medium, and the re- 
sistance offered to the locomotory apparatus : through them the 
creeping Molluscs preserve their orientation and swimming Molluscs 
their equilibrium. 

The Eyes are normally cephalic structures, one pair in number, 
symmetrically placed on or at the bases of the cephalic tentacles. 
Cephalic eyes are absent in the Scaphopods and in the adult state 
in Amphineura and the Lamellibranchs (with the exception of the 
Mytilidae and Avicula). In Molluscs devoid of cephalic eyes, visual 
organs are often developed on the mantle. Thus among the 
Amphineura they are found over the whole surface of the mantle 
in the Chitons ; among the Lamellibranchs on the borders of the 
mantle only in the Arcidae and in numerous Pectinidae ; finally, one 
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Gastropod, Oncidiwni, possesses, in addition to a pair of normal 
cephalic eyes, numerous pallial eyes scattered over the whole dorsaF 
surface. 

The cephalic eyes are pigmented invaginations of the integu- 
ment : they may be open, without any refractive body, as in Patella 
and Nautilus (Fig. 6, A), or with a crystalline lens, as in Pleuroto- 
mariay Trochus, Haliotis, etc. They are closed, and have a cornea 
and an internal crystalline lens in the majority of Gastropods and 
in the dibranchiate Cephalopods (Fig. 6, B, C). The pallial eyes may 
be " compound," without an internal crystalline lens (Arcidae), or 
simple. In the latter case they may present one of the following 
characters: — (1) an internal crystalline lens and a deep retina 
(Polyplacophora, Fig. 33) ; (2) an internal crystalline lens and a 




Diagrams of sections of the eyes of Mollusca. A, Nautilus ; B, Gastropod (Limax or Helix) ;. 
C, Dibranchiate Cephalopod (Oigopsid). Co, extenial cornea ; Co.ep, internal cornea ; G.op, 
optic ganglion ; Int, Infl, Infi, Jnfi, different parts of the integumentn ; Ir, iris ; Z, crystalline 
lens ; /•, outer (extra-corneal) portion of the lens ; N.op, optic nerve ; N.S, nervous stratum of 
the retina ; Pa/, eyelid ; jc, inner layer of the retina. (From Lankester, after Orenacher.) 

superficial retina (PecieUy Fig. 217); (3) an internal crystalline 
lens, the retinal cells reversed and the nerve traversing the retina 
(Onddium), With the exception of the Cephalopods, and 
possibly also the Heteropods, the vision of Molluscs is limited. 
In the forms devoid of eyes, as in other groups of the animal 
kingdom, the general surface of the body is capable of dermatoptic 
perceptions. 

7. Organs of GeTieration. — Among Molluscs in general the sexea 
are separate, and this is the case in the most archaic forms of the 
different groups of the phylum. Hermaphroditism, on the contrary, 
is always a sign of specialisation, and is only found as a normal 
condition in one sub-order of Amphineura (Neomeniomorpha), in one 
sub-class of Gastropoda (Euthyneura), in some genera of Streptoneura,. 
in one order (Anatinacea), and in some isolated species of Lamelli- 
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branchia. In the forms with separate sexes there is often a definite 
sexual dimorphism, which is exhibited not only by the presence of 
a copulatory organ (Cephalopods and the majority of Gastropods), 
but also in the breadth and even in the greater size of the 
females (Fig. 7, /). It has been shown that in the Cephalopods 
hyperpolygyny is the rule, and in certain Atlantae and American 
Unionidae, hyperpolyandry. The gonads are primitively paired 
and developed from the coelomic wall, but they are only in direct 
communication with the remainder of the coelora (the pericardium) 
in the Aplacophora (Figs. 5^, d ; 30, C) and the Cephalopoda (Fig. 
6^, b). In the former case the genital products fall into the peri- 
cardium and are carried to the exterior by the renal ducts, which thus 
act as gonaducts. In other cases the genital products may be dis> 
charged into the reno-pericardial duct {Trochus, Fig. 55 ; Sol€nomya\ 
and are thence expelled through the kidneys, or they may be 
discharged directly into the kidneys, more or less close to the 
external renal orifice (various archaic Lamellibranchs, the majority 
of Rhipidoglossa, Scaphopods). Otherwise, in all groups, the gonads 
open to the exterior by their proper pores, which are nearly 
always adjacent to the renal openings ; they may, however, be more 
or less removed to a distance from the latter, and in certain 
hermaphrodite forms (Pulmonates and Nudibranchs) the renal 
orifice is near the anus and the genital aperture is secondarily 
separated from it and shifted towards the penis. 
Accessory glands are often developed on the course 
of the genital duct, especially in the female. 

The male and female elements are formed from 
the epithelium of the gonad : each oogonium gives 
rise to a single ovum with its polar bodies, while 
each spermatogonium gives rise to several sperma- 
tozoa. The eggs of Cephalopods, of the majority 
La^Il°' puMidtiia. ^^ Polyplacophora, and of the Lamellibranch 
The male in situ on Fseudokellya (Fig. 220) are invested by a continuous 
the 8"ei^ape?S?e If cellular folHcle. In hermaphrodite Molluscs the 
female™ w^mjUe.^' ^' spormatozoa ripen before the ova; the herma- 
phroditism is therefore protandric. The herma- 
phroditism also is not self-sufficient, and the ova of one individual 
must normally be fertilised by the spermatozoa of another individual. 
The " parthenogenesis " observed in hei-maphrodite Pulmonata 
(ArioTiy Limnaea), which have been isolated from the time of their 
birth, is possibly due to an abnormal autofertilisation. 

"Progenesis" has only been observed in one Gymnosome 
(Clione), in which the larval characters are preserved for a long tima 
Copulation only takes place in such Gastropods, whether monoecious 
or dioecious, as are provided with a penis, and in the Cephalopoda. 
In several members of the latter class the copulatory organ, or 
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hectocotylus, is caducous and travels independently in search of 
the female. In those Molluscs which do not copulate the eggs 
are fertilised after oviposition. The eggs are laid separately in the 
Amphineura, in the more archaic Gastropoda, in the Scaphopoda, and 
in sjmost all the Lamellibranchia (that is to say, generally, in the 
forms that do not copulate), but in the majority of aquatic Gastro- 
pods and in the Cephalopods the eggs when laid are united into 
a gelatinous or coriaceous nidus, which may be attached (benthos) 
or floating (plankton). As a rule. Molluscs do not nurture their 
progeny, and when once the eggs are laid they take no further 
heed of them. Some of them, however, retain their eggs till the 
time of hatching, and are therefore called incubatory forms (Fig. 8). 
Examples of incubatory forms occur among the Lamellibranchs, 
especially the specialised eulamellibranchiate Submytilacea ; among 
marine Gastropods {Fermetiu% etc.), among freshwater Gastropods 
(Melania, etc.), and even among the octopodous Cephalopods {Argo- 
navia\ but the number of truly 
viviparous forms is very small. 
Callisiochiton among the Amphi- 
neura and several genera of 
aquatic and pulmonate Gastro- 
pods are the only instances. ^°- ®- 

Thp niimbflr nf pcriya UiH is vPrv SUnogyra mamillaiay left side view, with four 
1 ne numoer 01 eggs lam is very embryos in the oviduct, m, embryo. 

variable. It is always greater in 

the case of those marine Molluscs which abandon their eggs to 
the mercy of the waves than in those which deposit them in a 
nidus, agglomerated together in ribands or in shells in which the 
embryos are naturally protected. Thus Ostraea may lay as many as 
60,000,000 eggs. Chiton 200,000. On the other hand, numerous 
eggs are found in the nidus of certain Nudibranchs (50,000 in the 
case of Boris), Cephalopods (Loligo, 40,000), and pelagic Gastropods 
{Cymbulia, 1200). In all cases in w^hich numerous eggs are laid 
free larval forms are developed, but when the whole of the develop- 
mental stages are passed through within the egg-membranes, and 
when the young individual is hatched with the characters of its 
parents and undergoes no metamorphoses, the number of eggs is 
generally small {Cenia, 4-12), or the greater number of the eggs laid 
is absorbed and furnishes nutriment for a few embryos (Buccinum, 
Purpura^ etc.). In the following cases also eggs are laid in small 
numbers: — (1) In incubatory forms, such as Vermetus, where from 
120-240 eggs are incubated in the pallial cavity, under the 
protection of the shell ; (2) in terrestrial and fluviatile species, in 
which the number of eggs is always smaller than in marine forms. 
In this case caonogenesis or embryonic condensation is the rule ; 
the young animal quits the egg in the adult form, and there is no 
need for a large number, of embryos. Instances in point are — 
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Limnaeay 20-100 eggs; Helix, 40-100; Anajhis, 5 or 6 ; Falvata, 
1 7 ; Neritina, 50-60. Lastly, the number of eggs is small in 
viviparous forms: in Palvdina there are about 15; in Subulina 
{Fig. 8) there are 4. 

III. Embryology. 

In the Mollusca the segmentation of the egg is unequal. In 
some primitive forms, it is true, the first two or three divisions are 
regular {Patella^ Fig. 9, A; Chiton), and the two first blastomeres 
are often equal in size, but it is frequently the case that even the 
first division is unequal (many Lamellibranchs, Eachiglossa, etc.). 
From the first phases of segmentation up to the blastula stage one 
may distinguish two kinds of cells or blastomeres : the ectodermic 
<;ells, called ectomeres or micromeres; and the endodermic cells, 
called endomeres or tnacromeres. In the more primitive forms, 
however, such as Patella (Fig. 9, A), and the Protobranchia, there is 





Fio. 9. 

Eggs of various Mollasca, at the same stage, with 4 micromeres. ^4, PaJttUa (Patten) ; £, 
LacutM ; C, Teredo (Hatschek) ; D, ocjna (KoUiker). ?)ia, luacromeres ; mi, micromeres. 

scarcely any difference in size between the two kinds of blastomeres, 
but in proportion as the endodermic cells are charged with food-yolk 
so does the difference in size become accentuated, as may be seen 
in the Taenioglossa (Fig. 9, B), and particularly in the Lamellibranchs 
(Fig. 9, C) and Rachiglossa. In the last-named group the irregu- 
larity of segmentation reaches its maximum, leading to the stage 
of incomplete or meroblastic segmentation characteristic of the 
Cephalopods (Fig. 9, D). It is quite exceptional for the segmenta- 
tion to become secondarily regular, as in Palndhia, where this 
condition is due to the diminution of the yolk (Fig. 110). 

The separation of the ectodermic from the endodermic elements 
of the embrjo follows a constant rule, similar to that wliich obtains 
among the Annelida, After the formation of the four primary 
micromeres two new series or quartettes of micromeres are formed 
at the expense of the large endodermic cells, and all the ectodermic 
organs are formed from these three quartettes. The micromeres 
multiply more rapidly than the macromeres, and there are even 
cases, such as Dentalium (Fig. 184), certain Eachiglossa, and 
Lamellibranchs {Teredo, Fig. 9, C, CycUis, Unionidae), in which there 
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is only a single macromere during the early stages of segmentation. 
The segmentation sphere or blastula is thus formed of two more 
or less unequal moieties, respectively known as the formative 
(ectodermic) and nutritive (endodermic) moieties. Internally there 
is a segmentation cavity or blastocoele, generally much reduced 
(Fig. 10, A), except in certain Lamellil)ranchs (Ci^rJas^ Lheissensia, 
etc.) and stylommatophorous Pulmonates. The animal or formative 
pole of the egg is indicated by the presence of the polar bodies ; 
the vegetative or nutritive pole is opposite, and at this point the 
blastopore or orifice of the digestive cavitv will be formed 
(Fig. 110, A, W). 

Formation of the Digestive Cavity and of the Dibkifitulu or Gaatiiila. 
— The final result of the segmentation is that the micromeres form 
a more or less complete envelope to the segmented ovum, covering 
over the macromeres which remain within to form the endoderm. 
But the formation of this double-walled sphere, the diblastula or 




Fio. 10. 

Two tyi>e« of gastnilae. A, invaginate or embolic (ChiUm : after Kowalewsky) ; B, ejiibolic 
(Crejndida I after Oonkliii). bl, bla8toi>ore ; er, octoderin ; on, entoderm. 

gastrula, may be effected in one or the other of two apparently 
different methods, invagination or epiboly. Invagination or 
emboly is certainly the more primitive method, and is realised in 
ova witii a relatively small amount of food-yolk. In this case the 
nutritive moiety of the blastula is doubled back within the 
formative moiety, much as one half of a deflated hollow indiarubber 
ball may be pushed by the finger within the other half. These 
two halves are sepivrated by a remnant of the original segmentation 
cavity, which is invariably much reduced by the process. The 
invagination thus produced gives rise to the digestive cavity or 
archenteron, lined by the endoderm and communicating with the 
exterior by the blastopore. As examples of this mode of formation 
one may cite Chiton (Fig. 10, A), PaliuUna, the Pulmonata, the 
Nudibranchia, the Pteropoda, the Gymnosomata and Limacinidae, 
the Scaphopoda, Nacula^ Ostraea, Pisidium, and the Unionidae. 

The gastrula is formed by epiboly when the nutritive cells or 
macromeres have become so much distended with food-yolk as to 
be too large to be invaginated into the layer of micromeres. In 
such case the micromeres as they multiply grow round the 
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endoderm and gradually surround it, leaving at the nutritive pole 
an orifice, which is the blastopore. Examples of this mode of 
formation are — Many streptoneurous Gastropoda {Trbchus^ Vermetus^ 
Crepidulaj Fig. 11, Janfhinu), the majority of the Eachiglossa 
(Columbella, Fusus, Nassa, Purpura, UroscUpinx), the Tectibranchs 
(Accra, PhUine, Aplysia, Thecosomata), and many Lamellibranchs 
(Pecien, Modiolaria, Cardium, Teredo, etc.). The two processes, 
however, differ only in appearance, and there are intermediate 
stages which form an insensible passage from one method to the 
other. In fact, complete invagination only occurs when the 
segmentation is quite or very nearly regular {Paludina, Chitoji, etc., 
Figs. 10, A, and 110, A), but in consequence of the progressive 
increase of the amount of food-yolk contained in them, the macro- 
meres become larger and larger and are only able to be invaginated 
at a late stage of development. That is to say, in certain embolic 
gastrulae there is a commencement of epiboly, followed eventually 
by an invagination of the macromeres (Firoloida, Clione, Nucula). 

In the various cases enumerated above the segmentation of the 
ovum is complete or holoblastic. In the Cephalopods the case is 
different, for the segmentation is incomplete or meroblastic (Fig. 
289), a large part of the egg being formed of food-yolk which takes 
no part in the division. But it must be remarked that in various 
types, such as the specialised Gastropods (Rachiglossa : Nassa, 
Purpura, Fusus, etc. ; Tectibranchia : Acera, Aplysia, Carolinia, etc.), 
there is a sort of quasi -distinct yolk, formed by the granular 
portion of the macromeres. Hence the meroblastic or " discoidal " 
segmentation of the Cephalopods is not absolutely distinct from 
the total segmentation observed in other Molluscs : it is only an 
exaggeration of epiboly. In fact, as the yolk forms the principal 
part of the ovum and the protoplasm is concentrated at the 
formative pole, the ectoderm is formed over a limited region of the 
yolk (the "germinal disc" or "embryonic area"), and is unable to 
envelop it entirely, so that development proceeds as if the process 
of epiboly had been left incomplete, the blastopore remaining very 
large and \ea,ving all that part of the yolk which could not be 
covered by the ectoderm outside the embryo. Under these 
circumstances the endoderm is essentially an embryonic tissue, 
exclusively employed in the constitution of the vitelline mass, and 
degenerates in the adult, a great part of the digestive tract of the 
latter, a long stomodaeum and a long proctodaeum, being formed 
by the ectoderm. The passage to this condition is presented by 
some Gastropods with an abundant yolk : in Nassa a part of the 
primitive endoderm degenerates in the adult, and in Fusiis the four 
macromeres of the primitive endoderm seem to form a provisional 
embryonic organ, and it is the ectoderm that forms nearly the 
whole digestive tube. In the different groups of Molluscs the liver 
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is formed from the wall of the enteron, generally as a pair of 
diverticula given off from its middle region (Fig. 116), and com- 
posed exclusively of cells of a fatty nature, while nutrition is effected 
by the absorption of the yolk. 

Formation of the Oiifices of the Digestive Tube, — The gastrula 
mouth or blastopore, at a given period of the development at any 
rate, has very often the form of an elongated slit. This condition 
is shown in Patelhi (Fig. 113, III), Bithynia, various Opisthobranchs, 
such as Aphjsia and Nudibranchs, in basommatophorous Pulmonates, 
Cydas, etc. This slit gradually closes up from behind forwards, its 
two margins forming the ventral pedal prominence. In other cases 
this aperture may be more or less elongated, oval in shape, with an 



mru- 







Fi«. 11. 

EggB otOrepidula, showing the origin of the first mcsodemiic cell, ma, macromeres ; w«, 
first mesodennic cell ; mi, inicromeres. (After Conklin.) 

anterior groove running forward as far as the velum, as is seen in 
PcUudina. Or again, the blastopore may be circular, and be 
gradually displaced from behind forwards, suggesting a specialised 
condition of the slit -like blastopore which closes in the same 
direction. The linear or circular blastopore is totally closed 
in a large number of cases; such are, Aspidobranchs : Patella^ 
TrochnSy and Neritiiia ; Pectinibranchs : BithyniUy Nassa, Purpura^ 
Natica, Lamelluria, and Crepidula ; Opisthobranchs : Aplysia^ 
various Pteropods and Nudibranchs; Lamellibranchs : Cyrenidae, 
Unionidae, Dreisseiisia, Teredo. In other forms the blastopore, 
though it may contract so much as to be scarcely visible, remains 
open ; if it is a linear blastopore it is the anterior end that persists. 
Examples are, Chiton; several marine Streptoneura, including 
VermetuSy Fusus, and Heteropods ; Pulmonata ; Dentalium ; Nucula ; 
Ostraea, 
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Fio. 12. 

Trochospliere of PaUlla, sagittal section. M, blasto- 
pore ; me^ inesoderm ; »h.g, shell-gland ; the two dorsa], 
te, and the two ventral ciliated cells are the velar 
cells. (After Patten.) 



An invagination of the ectoderm at the place where the 
blastopore closed, or surrounding the blastopore if it remains open, 
places the digestive cavity (enteron) of the gastrula in communica- 
tion with the exterior. This 
invagination constitutes the 
stomodaeum, from which the 
pharynx and oesophagus 
with all their accessory ap- 
paratus, the salivary glands, 
radula, etc., are formed. 
Thus the blastopore, if it 
remains open, does not 
become the mouth of the 
adult. Paludina, however, 
is an exception, in that 
the whole of the blasto- 
pore remains open and be- 
comes the anus (Ray Lan- 
kester), whilst the stomo- 
daeum is formed at the 
anterior end of the embryo 
(Fig. 110, F, m). Later, in 
Molluscs in general, the proctodaeum is formed as a very short anal 
invagination, at the posterior end of the original blastoporic groove. 
Its position is generally indicated by the presence of two prominent 
ectodermic cells, and it perforates the posterior part of the archen- 
teron, establishing a com- 
munication between the in- 
testine and the exterior. 

Eciodei-mic Organs. — The 
embryo, then, has an endo- 
dermic digestive cavity and 
a general ectodermic en- 
velope from which the 
oesophagus and the anal 
invagination are derived. 
But the ectoderm is prin- 
cipally concerned in the 
production of the permanent 
tegumentary organs properly 
so called, such as the foot, 
the mantle, and the ctenidia, 
and those organs which, al- 
though deeply placed, originate from the surface, such as the nervous 
system and the organs of sensation. The ectoderm further gives 
rise to the embryonic locomotory organs which result from a special 




Fig. 18. 

TrocliOHphere of Dreissensia^ median sagittal section. 
W, bIast<)i>ore ; /, flagelluni ; in, intestine ; p.euc, 
lK)Kt-anaI cilia ; »A, shell ; iv, velum. (After Meiseu* 
heinier.) 
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adaptation to larval life. The most important of these embryonic 
organs is the velum; primitively a preoral ciliated ring, characteristic 
of the Trochosphere (Bay Lankester), which delimits an area known 
as the prostomium or "velar area." Towards the centre of this 
area there is often a ciliated tuft or a flagellum, as in the larvae 
of Amphineura (Figs. 14, 17), Faiella (Figs. 14, 113), Denhdum 




Three Trochoflpheres of Moll UMca, j4, /(rc7trux>Aiton (Heath); J8, 7'atW/a (Patten) ; C, Dreinm^nMa 
(Meisenheiiner). a, aiiua ; /, foot ; Jlj flagellum ; m, mouth ; p.a.c^ poBt-anal cilia ; sh, Khell ; 
re, velum. 

(Fig. 15), and various Lamellibranchs (Figs. 14, C; 16). It is on 
the buccal side of this tuft, when it exists, that the apical plate 
is situated, probably the remains of a sensory organ from which the 
cerebral nerve-centres take their origin. The velum may be differ- 
entiated in one of two ways: — (1) The preoral ciliated ring may 
extend itself by growing outwards at all parts of its circumference : 
the trochosphere larva is thus 
transformed into a " veliger " 
(Ray Lankestcr), a larval 
form highly characteristic of 
Molluscs (Fig. 18). The 
velum may be divided into 
two lateral lobes (Fig. 18, v\ 
which in their turn may be 
divided into two or three 
secondary lobes (Fig. 121). 
(2) The velum may retreat 
for a greater or less distance 
towards the posterior end 




Fin. 15. 
TnM-liosphereor/)rM^aZi'/»i.sa^ittttl median s»*ctlon. 



of thfl pmbrvo hppnminir ^''' blast^ipore ; /I, HaK»-llnm ; in, int.'»thie ; /v/, mantle 
OI I/ne emoryo, OeCOniing or Hheil.-limd ; re, velum. (After Kowalewhky.) 

attached to it in such a 

manner as to form a more or less extensive superficial investment 

furnished with multiple ciliated rings, as in Dentalium (Figs. 16, 
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185), Neomeniomorpha (Fig. 17), Nuculidae (Figs. 16, 225). The 
embryo may in this manner be nearly completely invested by a 
" test " extending posteriorly to an orifice which, however, is only a 
false blastopore. 

In both cases the velum eventually atrophies when the animal 
assumes the definitive habits of the adult. When the whole course 
of the development is undergone within the egg- membranes, there 
is either no veliger stage (Cephalopods, Figs. 119, D; 257, 290, 
291 ; Cijdas, Enfovalva, etc.) or there is no free veliger, but a more 
or less rudimentary velum, postero-dorsally atrophied, may be 
observed, which persists nearly to the time of hatching (viviparous 
Gastropods, Purpura, Fig. 1, Pulmonata). 

A post- anal ciliated area is not uncommonly found, as, for 
example, in Purpura (Fig. 1), among Gastropods, and Dreissensia 




— ■■ — ^ ~- 1 -^ ^aiiJiOt*' 



FlO. 10. 



Trochosphere of Yoldia, median sagittal section, a.a, anterior adductor muscle ; ap^ apical 
plate ; bl, blastopore ; eg, cerebral j^anglion ; fi, flagellum ; h.a, posterior adductor ; in, Intes- 
tine ; lif liver ; sil, stomodaeum ; t, *' test" or reflected velum, with 3 circlets of cilia. (After 
Drew.) 

(Figs. 1 3, 1 4, p.a.c) among Lamellibranchs. Finally, post-oral ciliated 
rings, secondarily acquired, are found in the larvae of certain Opis- 
thobranchs, Gymnosomata (Fig. 120). 

The foot is nothing more than a projection of the integument 
between the mouth and the anus. Its earliest rudiment is evidently 
paired, since it is formed by the union of the lips of the (commonly) 
elongated blastopore (Fig. 113). It is only at a late stage of 
development that it attains its complete development ; during the 
early stages it. is very small and functionless, the velum serving as 
the sole organ of locomotion (Fig. 112). 

An ectodermic invagination, bounded by a ridge, makes its 
appearance at an early period on the dorsal face of the embryo, 
near the formative pole. This invagination, known as the "shell- 
gland" (Ray Lankester) or preconchylian invagination (Fig. 110, 
E, F, sh.gl), is also the precursor of the mantle, since the edge of 
the latter structure is formed by the ridge. The shell -gland 
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spreads from its point of origin in the form of a pallial thickening, 
which may be only slightly concave, or it may be deeply invagin- 
ated and afterwards evaginated. The invagination is caused by 
the very rapid proliferation of the epithelial tissue in the neighbour- 
hood of the pallial ridge. When evaginated these epithelial cells, 
having again become external, begin to secrete the shell. 

The branchiae or cfenidia originate on the inner surface of the 
mantle as tegumentary projections in the form of papillae or of 
filaments arranged in series (Fig. 229). 

The Nervoris System and Organs of Sensation. — The various pairs 
of nerve-centres arise separately, and usually as thickenings of the 
ectoderm at the points where 
they are formed. In certain 
cases, however, the nerve-centres 
are developed by the more 
primitive process of invagina- 
tion, as may be seen in the case 
of the cerebral ganglia of Den- 



yruv 





Fia. 17. 

Trochosphere of Myzonxenia banyulensis. 
A^ after 86 hours ; B, after 100 hours. /, 
flagellum ; v, velum. (After Pruvot.) 



Fio. 18. 

Veliger of Littoriiia, ventral view, x 80. 
«i eye ; /, foot ; w, mouth ; toa, mantle ; 
pa.t, pallial cavity ; r./, right liver lobe ; «, 
stomach ; t, tentacle ; v, velum. 



taliunif VermetuSj Cavolinia (paired invaginations), Yoldia (Fig. 
16, c.g)f and Dreisaejisia (an unpaired invagination), a portion of 
the cerebral centres in Pulmonates, and the cerebral, pedal, and 
visceral ganglia of the Unionidae. When the cerebral ganglia are 
formed by invagination, a single pit, or a pair of pits, is formed 
on the oral side of the apical plate, from the bottom of which 
ganglion cells are budded off; the remainder of the invagination 
goes to form the labial palps, etc., of Lamellibranchs, and probably 
the rhinophores of Gastropods. 

The eyes also, including the pallial eyes of the Pectinidae, and 
the otocysts are sometimes developed from ectodermic thickenings ; 
but in many cases these organs are formed by invagination, for ex- 
ample, in various Cephalopoda (Fig. 1 1 9, D) ; in Gastropoda : in the 
Aspidobranchs, Paludiiia, Bithpiiii, Calyptraeay Crepidula, Nassa, the 
Heteropoda, and the Pulmonata. The otocysts only are formed 
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by invagination in some other Gastropods (Fusus), and in Dentalium 
and various Lamellibranchs. 

Mesoderm aiid Mesodermic Organs. — A third intermediate cellular 
layer is formed, generally at an early stage, between the external 
ectodermic envelope and the endodeimic wall of the digestive tube. 
This is the mesoderm, from which all the organs situated between 
the digestive tube and the integuments are produced. The origin 
of this layer is often difficult to determine, especially in highly 
specialised forms, but in all cases in which the origin is distinct 
there is no doubt about the matter, the mesoderm is derived from 
the endodemi. This derivation is shown in the Polyplacophora, 
the Aspidobranchs (Patella^ Fig. 1 2, me; Trochns, Neritijia)^ the Pectini- 
branchs {PaludtTUif Bithynia, Crepidvla-^ Fulgur, etc., and seemingly the 
Heteropoda), the Opisthobranchs {FhUine, Umbrella, Aphjsia, Clione, 
Chromodoris, etc.), the basommatophorous and stylommatophor- 
ous Pulmonates, the Scaphopods, the Lamellibranchs (Fisidiuviy 
Unionidae, Zh'eissensici, Teredo^ etc.). Nevertheless we find scattered 
mesodermic cells, giving rise to unicellular muscular fibres of the 
inte«rumeTit (Unio, Crepidvla), which are derived from the ectoderm. 

The principal result of the development of the mesoderm is 
the formation of another cavity in the embryo, the coelom. In 
the ^lollusca the coelom does not originate by the invagination 
of enterocoelic pouches (Tonniges has shown the inaccuracy of 
Erlanger's description of enterocoelic coelomic pouches in Paludina\ 
but, as a result of specialisation, this primitive method is supplanted 
by solid mesoblastic masses, generally paired, which may be con- 
sidered as the cardio-genito-renal rudiments. These mesoblastic 
masses take their origin from the macromeres. As a rule, at the 
stage when four macromeres are present, it is the most posterior 
of the four that gives rise, by successive divisions, to the two first 
mesomeres or primary mesodermic cells (Fig. 11). From these the two 
mesodermic bands, which constitute the third layer, are produced 
as solid, or in some cases discontinuous masses. The coelomic 
cavity or series of cavities are formed by more or less regular fission 
or delamination of the mesoblastic bands, — evidently a secondarily 
acquired mode of development. The coelom is therefore physio- 
logically a schizocoele. Eventually it is placed in communication 
with the exterior by ectodermic invaginations. The order in 
which the different parts of the primitive coelomic cavity make 
their appearance is not constant. The pericardium, in particular, 
may originate as two symmetrical cavities, which unite more or 
less rapidly {Paludijia, Cyclas, Cephalopoda), or directly, as a single 
azygos cavity {Dreissensia, Pulmonata). The extension of the 
mesodermic elements evidently narrows the primitive segmentation 
cavity or blastocoele, which becomes the cavity of the circulatory 
system. These elements spread between the ectoderm and endo- 
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derm, and become specialised to form the internal lining of the 
circulatory cavity in particular, and may even fill almost entirely 
the remainder of the blastocoele in the form of a false mesenchyme 
(caenogenetic or secondary mesenchyme), which constitutes the 
connective tissue. . This naturally restricts the extension of the 
coelom properly so called, so that it is commonly reduced to the 
pericardial cavity. Since the mesodermic tissue gives rise, in this 
manner, to the epithelial wall of the coelomic cavity, to the lining 
of the circulatory cavity, and to the conjunctive tissue filling up 
the spaces between the organs, one must recognise it as sharing in 
the evolution, firstly, of the coelom and the excretory and repro- 
ductive organs derived from the coelom \ secondly, of the circulatory 
apparatus — the heart, etc. 

The coelom, of which the formation has been described above, 
is essentially a cavity communicating with the exterior, and its 
epithelial wall may be differentiated in two special ways — into 
excretory or renal elements, and into reproductive, and therefore 
caducous elements. In the most primitive process the kidneys are 
formed in connection with a portion of the coelom, with which 
they remain in complete continuity (Faludina). In other cases 
they are formed by a hollowing out of a portion of the mesoderm 
in contact with the pericardium {Bithynia^ Li max, Ct/clas, L^rememia, 
etc), or they may be formed independently in their definitive 
position (Cephalopoda). Eventually each kidney acquires a com- 
munication with the pericardium, and in all cases makes a connection 
with the exterior by an ectodermic invagination. The genital 
organs or gonads originate either from the wall of the coelom or 
pericardium (Paludina, Dreissensia), or in contact with the coelomic 
wall {Ct/clas)y or from a rudiment common to themselves, the 
pericardium and the kidney, or, finally, from distinct mesodermic 
elements. The continuity of the pericardium and gonads is 
well preserved only in the Aplacophora (Fig. 30, C) and adult 
Cephalopoda (Fig. 252, coe) ; in all other Molluscs the genital organs 
are separated from the pericardial cavity and acquire communica- 
tions either with the kidneys or directly with the exterior. In the 
latter case the terminal portions of the gonad ucts, together with 
the accessory genital glands, are ectodermic in origin. 

The heart may arise from a portion of the wall of the peri- 
cardium itself {Faludina\ or a common rudiment may give rise to 
the wall of the pericardium and the heart (Pulmouata, Cychs, 
Dreissensia, etc.), and in the latter case the origin of the heart may 
be paired {Cyclas, Cephalopoda) like that of the pericardium itself. 

The larvae of such Molluscs as lay their eggs singly and free in 
the sea are hatched out very rapidly ; a few hours suffice in the 
case of Bentalium among the Scaphopoda ; twenty hours in Trochus 
among the Aspidobranchs j fourteen hours in Yoldia among the 
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Lamellibrancha ; twenty-four hours in Pholas^ etc. The eggs of 
Gleha^ aggregated into a nidus, are hatched after three or four 
days, those of Ischnochiton after seven days ; but in the majority of 
Gastropods and the Cephalopods the time required is much longer. 
Tho marine larvae of temperate seas are intolerant of a rise of 
temperature, and generally perish when it approaches 30° C. 

IV. Definition of the Mollusca. 

From what precedes, it results that in each of the five classes 
the same lines of specialisation may be observed — viz. the loss of 
the shell, of the foot, of the ctenidia, of the radula, etc. Thus the 
general morphological characters are obviously those of the most 
primitive of the different classes (Fig. 19), and the following 
diagnosis may be proposed for the phylum : — 

1. The Mollusca are onginally bilateral organisms, in which 
signs of primitive segmentation are no longer evident. 




Fio. 19. 

Scheme of a primitive Mollusc, viewed from the left side, a, anus ; eg, cerebral ganglion ; 
/, foot ; g, gill, iu the pallial cavity ; go, gonad ; h, heart ; k, kidney ; to.c, labial commissure ; 
m, mouth ; pa, mantle ; pa.n, iraMial nerve ; pe, pericardium ; p.g, pedal ganglion ; pl.g, 
pleural ganglion ; ra, radula ; r.p.o, reno-pericardial orifice ; stf stomach ; $Lg, stomato-gastric 
ganglion ; v.g, visceral ganglion. 

2. They possess a well-developed coelom (gonad and pericar- 
dium), enteron, and haemocoel, quite distinct from one another. 

3. The alimentary tract exhibits (or has lost) a radular sac in 
its anterior part. 

4. The nervous system consists of a peri-oesophageal ring, 
whose supra-oesophageal (or dorsal) moiety is the cerebral com- 
missure, and the infra-oesophageal (or ventral) moiety is the labial 
commissure. The former gives off chiefiy sensorial nerves, the 
latter nerves to the digestive tract. From their union two nervous 
cords arise on each side, a dorsal or pallial and a ventral or pedal ; 
from the former arise the visceral nerves, whose main trunks are 
frequently joined together under the digestive canal to form the 
infra-intestinal visceral commissure. 

5. The general body -wall is differentiated into three regions : 
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(1) the antero-doraal or cephalic, on which are borne most of the 
special sense-organs ; (2) the postero-dorsal or pallial, which forms 
a projecting fold around the body, and secretes on its external 
face a calcified cuticle or shell, and on its lower surface develops 
respiratory organs or ctenidia ; (3) the ventral or pedal, which is 
the organ of locomotion. 

6. A so-called "vejiger" or free trochosphere larva is nearly 
always present in embryonic development ; its preoral ciliated ring 
grows out to form a natatory velum, and at its formative pole 
there is a " preconchylian invagination " or shell-gland. 

V. Bionomics and Distribution. 

Molluscs are essentially aquatic animals, but the most varied 
modes of existence may occur, even among members of the same 
class. The majority are inhabitants of the sea ; a few live in fresh 
water ; a single order of Gastropods and a few isolated members of 
the same group are adapted to a terrestrial life. They are repre- 
sented in the three great groups of aquatic organisms, namely, in 
the Benthos, comprising creeping or fixed animals inhabiting the 
depth of the sea; the Necton, comprising animals that swim 
actively and can make headway against the currents ; the Plankton, 
comprising animals that float passively and cannot contend with the 
currents. The first group includes the littoral and abyssal Molluscs, 
among which the Necton is also represented. The two other 
groups include' the pelagic Mollusca, the Cephalopods belonging 
exclusively to the Necton, while the free- swimming Gastropods, 
and those which inhabit pelagic Algae, some isolated Lamelli- 
branchs {Plankimnya\ and the larvae of various groups belong to the 
Plankton. 

The Mollusca are distributed over the whole surface of the 
earth and in all latitudes. Terrestrial forms are found on the 
highest mountains — some Stylommatophora at a height of 15,000 
feet ; lacustrine forms (Limnaea) are found at a depth of 350 
fathoms. The pelagic forms are not only distributed over the 
surface of the sea, but may descend to a depth of 2600 fathoms 
without reaching the bottom. Abyssal Molluscs are found in all 
oceans extending to a depth of 2800 fathoms from the surface. 

As a rule. Molluscs are free-living animals, and crawl, swim, or 
burrow, but some are sedentary in adult life. Only a few 
Gastropods and Lamellibranchs are fixed to their habitat. Their 
modes of alimentation are various. Some are commensal with 
Ascidians, e.g. Modiolaria ; some with Echinoderms, as Moniacuta, 
Lepion, and Scioberetia ; some with Crustacea, Lepion squamosum and 
Ephippodaiita-j or with Sponges (Vulsella), or Annelids (Cochliolepis). 
Others again are ectoparasitic on Echinoderms, such are Thyca and 
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Stylifer (Fig. 20) ; or, like Eulirna and Eniovalvaj are endoparasitic, 
also in Echinoderms. In the latter case the animal may become so 
degenerate in the adult state as to consist of little more than a 
sac containing the genital products, as for example Entosiphon 
(Fig. 21), Entocolax (Fig. 138), Entoconcha (Fig. 139), and Enteroxems 
(Fig. 140). 

There are many cases of protective adaptation and mimicry in 
the various groups of MoUusca. The pelagic species are generally 
transparent and colourless or _ 

tinged with blue, but the most 
remarkable examples of mimicry 
are found among the forms un- 
protected by a shell (Nudibranchs, 
Lamellariay etc.), in which the 





Fio. 20. 

stylifer ceUbtnHSy x 12. pr, pro- 
boscis ; psj pseudopalliam ; «p, spire 
of the shell not covered by the pseudo- 
pallium. (After KUkenthal.) 



Fia. 21. 

KutoAphon deimatig, x 2. o, orifice 
of the proboscis ; ov, ova ; pr, pro- 
boscis ; jM, pseudopallium ; 9, fixative 
siphon. (After Ko6hlerand Vaney.) 



individual assumes the colour and aspect of its habitat, as for 
instance Hermaea deiidritica on green algae, and Herrnaea bifida on 
Griffithsia, a red alga, etc. The abyssal Molluscs are colourless, 
and are characterised by the thinness of the shell, the atrophy of 
the visual organs, and the development of tactile organs. 

Examples of convergence of form may also be noted, such as 
Marginella and Fseudomarginella among Gastropods, Fholas Candida 
and Fetricola pholadiformis among Lamellibranchs. 

The duration of life in individual Molluscs is ordinarily rather 
short. Marine Streptoneura may live for several years, and Littorina 
littorea, when in captivity, has attained an age of nearly twenty 
years. Freshwater Molluscs may live for eight years (Faludina). 
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The Pulmonata are generally biannual, but Ilelvi pamcUia may attain 
an age of six years. The majority of Nudibranchs and Tecti- 
branchs appear to live for one year only. Many Lamellibranchs 
{Mytilus, Teredo) are adult at the end of one year ; Avicula is adult 
at the end of two years ; Ostraea edulis is sexual at two years, 
becomes adult in five years, but may live for ten years in oyster- 
beds. The huge Tridaam lives for about eight years, the Cyrenidae 
only two years, but the Anodontidae are remarkable for their 
longevity ; they do not become sexually mature till they are five 
years old, and they continue to grow to the age of twenty or thirty 
years. In the Cephalopoda it seems that Rossia does not live for 
more than a year, and Octopus not more than four years. 

Many Molluscs are able to fast for a long time. Cold affects 
them less than heat. Heliz has been known to survive a tempera- 
ture of - 120° C, and small Gastropods live in thermal springs at a 
temperature of 42** C. Molluscan embryos and larvae generally 
perish, in temperate climates, at temperatures of + 31" C. and - 3° C. 

Descriptive zoologists have enumerated more than 28,000 
species of living Molluscs, of which more than half are Gastropods. 
Fossil representatives of Molluscs are found in all deposits from the 
Palaeozoic onwards. 

1. Distribution in Space. 

I. Marine Molluscs — A. Littoral Fauna, — The shores of con- 
tinents are divided into three provinces by great thermal variations, 
a. The North Polar province, with characteristic genera such as 
Cryptochitony Molleriay Lacuna^ Feluiina, OnchidiopsiSy Solariella, 
MachaeroplaXy Folutharpay Tai-elliay Cyprinay Mya. p. The South 
Polar province, with the characteristic genera FhotinvJay Struthiolariay 
CominelkLy Eatonielhy Cyamiumy Lissarca, Fhilippiellay Modiolarca, 
y. The tropical province, or region of coral reefs, in which one may 
distinguish four sub-regions: — (1) The Indo-Pacific, the home of 
Na^Uilus and the chief forms of the Toxiglossa. The Mediterranean 
should be included in this sub-region, and the Australo-Zealandic 
division of it, just as is the case with the terrestrial fauna, presents 
special characters, as shown in Trigoniay Amphibolay etc. (2) The 
West African and (3) the East American sub-regions, which have 
several forms in common. (4) The West American, characterised 
by such genera as MonoceroSy ConcholepaSy etc. Occasionally species 
may be naturally or artificially acclimatised in various parts of 
these regions, but exchanges are only definitively effected between 
similar latitudes, as for example Litlorina littorea between Europe 
and North America, and reciprocally Venus mercenaria and Fetricola 
pholadiformis. 

B. The Abyssal Fauna, is not divisible into distinct provinces, 
and many of its species are universally distributed either in the 
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northern and southern parts of the same ocean or in several 
different oceans. Thus Limopsis auriia, Sernele profundoruniy 
Ferticordia deshayesiana, Area pteroessa are found in the Atlantic 
and Pacific ; Hycdopeden pudicum and Silenia sarsii are common to 
the Atlantic and Indian oceans. Characteristic abyssal genera are 
L&ptochiton, Scissurella, Margarita, Cyclostrema, Setia, Leda, Baihyarca, 
Limopsis, Hyalopeden, Dacrydium, Callocardia, and Septibranchs in 
general. 

C. The Fdagic Fauna. — a. The superficial forms are very 
widely distributed, but may nevertheless be descnbed as belonging 
to polar and tropical provinces. The North and South Polar fauna 
are different : to the former belong Clione limacinUy Limacina helicina ; 
to the latter Spongiobranchaea australis, Limacina antardica. (3. The 
zonary or deep forms are probably more universally distributed, 
but are still imperfectly known; they include the luminous 
Cephalopoda. 

11. Land and Freshcater Molluscs, — It is only a small number 
of groups that have quitted the sea to assume a freshwater or 
terrestrial existence, and among these no Amphineura nor Scapho- 
poda nor Cephalopoda are found. Among the Lamellibranchs only 
a few families are found in fresh water, viz. Cyrenidae, Dreissensiidae, 
Unionidae, Aetheriidae (none of them primitive in organisation), and 
a few isolated types. Among the Gastropods we find very few 
Rhipidoglossa, Neritina, Hydrocaena, TiHscania ; chiefly Taenioglossa, 
e.g.the Valvatidae,Paludinidae^Ampidlanidae, HydroUidae, Melaniidae ; 
some isolated types of Rachiglossa, and practically no Opistho- 
branchs. As for the terrestrial Molhisca, there are only a few 
families of streptoneurous Gastropods (Helicinidae, Cyclophoridae, 
etc.), and the whole order of Pulmonata. Of the last-named, one 
sub-order, the Basommatophora, has returned to an aquatic life, 
chiefly in fresh water, but retains for the most part a pulmonary 
respiration. 

It is mostly in warm regions, and particularly in those in 
which the sea is inclined to be brackish, that marine forms have 
penetrated into fresh waters. Certain inland seas also have 
become separated from the ocean, and have preserved a fauna 
which is partly of marine origin. Lakes Baikal and Tanganyika 
appear to belong to this category. 

The tropical regions in general are characterised by terrestrial 
forms, such as Vaginula, Helidna, Amptdlaria, etc. Chilina and 
BtUimus belong to the Neotropical region. ClausUia is not found 
in North America, and, generally speaking, the Pulmonates with 
folded branchiae are absent from the New World. The Ethiopian 
province is the home of Achatina ; the Australo-Zelandic of Janella, 
Bhytida, Vanganella, Latia ; the Oriental region of Cydoplioms and 
the Rathouisiidae. The distribution of terrestrial and fluviatile 
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Molluscs shows that the Asiatic and Australian regions are 
separated not by Wallace's line, but by another line farther east. 

2. Distribution in Time, 

The five classes of Molluscs were already differentiated at a 
remote epoch of the Palaeozoic era. The Polyplacophora, the 
Cephalopoda, and Denidlium were represented in the Ordovician ; 




Fi.:. U2. 

Diapnims of th»» live classes of Mollusca, from the l«'ft Hide. A, Anii»hiueuni ; />', Scapho- 
poda; ':', Gaatroi)o«la ; /), l^iinellibuiiicliia ; A', Ceplmlopoda. (r, anus : «. a, anterior a«l«luctor ; 
c.<7, cerebral i^anglioii ; /, foot; fn, funiu'l ; (j, ct<Miulimn ; h, heart in tlie perirardinin : k.a, 
posterior adductor; hi, nioutli ; ;»a, pulliiun or niuntU' ; p.g, p«dal pin<;lion ; pl.g, pleural 
^an^lion ; rfl, radiila ; st, stomach ; ."l.ij, stomato-gastric ganglion ; v.(j, visceral ganglion. 

the Rhipidoglossa and the Palaeoconchs (Lamellibraiichia allied to 
Solenoinya\ in the Cambrian. 

On the other hand, many ancient stocks have left no surviving 
descendants. But the appearance of existing genera or families 
supports the phylogenetic conclusions drawn from the study of 
comparative anatomy. Among the Cephalopoda it is the Tetra- 
branchs that appear in the Ordovician ; the Ammonites appear 
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only in the Devonian, and the Dibranchs (Belemnites) at the 
beginning of the Secondary. But at the present day all the species 
of Tetrabranchs, some 7500 in number, are only represented by 
a few species of the single genus Nautilus ; and as for the group of 
Belemnites, it has entirely disappeared since the end of the 
Cretaceous, its sole surviving and more or less distant represent- 
ative at the present day being the genus Spirula. 

Among the Gastropods the Aspidobranchs (Rhipidoglossa) are 
the first to appear; several families, such as the Capulidae and 
Pyramidellidae, date back to the Upper Silurian. On the other 
hand, there are but few Ctenobranchs in the Palaeozoic ; most of 
the families of this order make their appearance in the Secondary, 
and the same may be said of the Opisthobranchs, with the 
exception of the Actaeonidae, which are found, as also are the 
Pulmonata, in the Carboniferous. Of Lamellibranchs various 
Protobranchs and Filibranchs are found in the Silurian, but the 
other groups, as a rule, do not appear till the Secondary. The 
Palaeoconcha of the Primary, and the Rudistae, Diceratidae, Mono- 
pleuridae, and Caprinidae of the Secondary, have died out without 
leaving descendants. 
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CHAPTER II 

THE AMPHINEURA 

CLASS I.— AMPHINEURA, von Jhering (1876) 
( = IsoPLEURA, Ray Lankester ; Aculifera, Hatschek). 

Order 1. Polsrplacophora (Chitones). 
Sub-Order 1. Eoplacophora. 

Family 1. Lepidopleuridae. 

Sub-Order 2. Mesoplacophora. 

Family 2. Ischnochitonidae. 
„ 3. Mopaliidae. 
,, 4. Acanthochitonidae. 
„ 5. Gryptoplacidae. 

Sub-Order 3. Teleoplacophora. 
Family 6. Ghitonidae. 

Order 2. Aplacophora. 

Sub-Order 1. Neomeniomorpha. 
Family 1. Lepidomeniidae. 
„ 2. Neomeniidae. 
,, 3. Proneomeniidae. 
,y 4. Parameniidae. 

Sub-Order. 2. Chaetodermomorplia. 
Family 5. Ghaetodermatidae. 

Historical. — The Chitones were formerly the only known forms of 
this group, and for a long time they were placed in the Gastropoda, 
near the genus Patella, the two forming the Order Cyclobranchia 
of Cuvier. When Chaetoderma and Neoiiienia were investigated 
from an anatomical point of view, von Jhering united them to the 
Chitones (1876), and placed the two in a division of " Worms," 
which he called Amphineura. But the molluscan nature of these 
Amphineura is so clear, that they were reintroduced into the 

40 
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phylum Mollusca by Spengel, Hubrecht, Lankester, etc., and even 
von Jhering has since admitted this interpretation. Although 
Gegenbaur and Glaus have again separated Chaetoderma and 
Neomenia from the Chitones, and placed the former in a distinct 
class (" Solenogastres "), and the latter once more in the Gastro- 
poda, the unity of the Amphineura, as well as their molluscan 
nature, is now very generally accepted. 

Definition, — The Amphineura are a group of Mollusca 
characterised, firstly, by their more or less elongated and quite 
symmetrical body, with the mouth and the anus situated at its two 
ends ; and secondly, by their mantle, which is always provided 
with numerous spicules embedded in a cuticle. 

General Description. — The mantle is very large, and always 
covers at least the dorsal surface and the sides of the body. The 
whole external symmetry reappears in the various internal organs. 
In the nervous system there are, on each side, two longitudinal 
cords (one pedal, one pallial) with ganglionic cells along their 
whole extent. They are united with one another in front, where 
there is a supra-oesophageal cerebral commissure. The two pedal 
cords are also united by anastomoses, and in addition each of 
them also exhibits anastomoses with the corresponding pallial 
cord. The two pallial cords are united by a thick posterior com- 
missure on the dorsal side of the rectum. There are no otocysts. 
The buccal cavity is very generally ])rovided with a radula (but 
mandibles are only present in a species of Cluietodeiina), The 
anus and renal orifices are posterior. The heart is dorsally situated 
in the bind part of the body, and its ventricle is more or less 
intimately united to the dorsal wall of the pericardium. 

All the Amphineura are marine in habit. They are found in 
all oceans and at nearly all depths. They existed in very ancient 
geological ages, for they are already present in the Ordovician 
(Lower Silurian). 

There are two very distinct Orders of Amphineura: (1) the 
Polj/pkicojikoi'a, (2) the Aphmphom, 

Order 1. Polyplacophora, Blainville. 

Definition, — Amphineura, whose chief characteristics are (1) the 
foot, occupies the whole ventral face of the body ; (2) the 
mantle, bears eight transverse calcareous plates ; (3) between 
mantle and foot there is on each side a more or less complete row 
of branchiae. 

I. General Description and External Characters. 

The mantle covers the whole body on the dorsal side ; its 
ventral extension is inversely proportional to that of the foot, and 
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all around the latter tiiere is a pallial groove. The mantle secretes 
a shell consisting of eight plates or valves articulated with one 
another and arranged in longitudinal series. Each of these valves 
partially overlaps the following, except in some species of Cryptoplax 
( = Chitonelhis), in which the three hindermost are isolated. This 
articulation of the valves allows the animal to roll up. The two 
terminal (first and eighth) valves are semicircular, the six inter- 
mediate are quadrangular. They may be partially {Cryptaphix and 
some species of Acanthochitan) or even wholly (in adult Cryptochitony 
but not in young ones) concealed by a redupli- 
cation of the mantle. 

Each valve is made up of two quite dis- 
similar calcareous layers : (a) the uppermost or 
tegmentum, which alone is visible externally ; 
{h) the deeper layer or articulamentum, which 
is porcellaneous, quite compact, and invisible 
in the living animal. In most of the lower 
Polyplacophora these layers are coextensive 
and have smooth edges, but in the higher 
forms the articulamentum projects beyond the 
outer layer into the substance of the mantle, 
to which it is firmly attached. These pro- 
jections of the outer or peripheral margins 
of the valves are termed "insertion plates"; 
they are generally slit or notched to form the 
so-called " teeth,*' which may be either smooth 
and sharp along the edge or crenulated. The anterior margin of 
each valve, except the first, is invariably provided with two pro- 
jections called " sutural laminae," which underlie the hind margin of 
the valve next in front. 

The tegmentum has no representative in the shells of other 
MoUusca. It is formed by the fold of the mantle covering the 
edge of the articulamentum, and, as it grows in width, it extends 
over the latter. It is much reduced in Acanthochitan and aborted 
in the adult Cryptochiton. The stratified layers of the tegmentum are 
traversed by a system of numerous, nearly parallel, ramified canals 
through which special sense-organs pass to the surface (Fig. 24). 

Nearly the whole of the peripheral part of the mantle or 
"girdle," as it is called, is covered with chitinous or calcareous 
spicules of various shape, acicular or squamose. Each spicule rests 
on an epidermic papilla and is formed by a single matrix cell. 

The head is more or less cylindrical, consisting of a short down- 
wardly curved snout with the mouth at its extremity. On either 
side of the mouth is a somewhat angular labial palp. A narrow 
furrow separates the head from the foot. The latter forms a 



Via. 23. 

You n g 2'on icia fast ig lata , 
Gray, dorsal aspect, show- 
ing the Mrst ah{!ll-eyes. I, 
first shell - plate ; II, the 
first eyes on the second 
shell, plate; III, third 
bhell-plate. 



ventral creeping surface, extending the whole length of the body 
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from head to anus. The breadth of the foot is inversely pro- 
portional to the width of the lower edge of the mantle : it is broad 
in most of the Polyplacophora, but narrow in the Cryptoplacidae. 

Extending all round the foot, between it and the mantle on the 
ventral side, is the pallial groove, in which lie the gills. In the 
more primitive Chitons mucous thickenings extend into the groove, 




Fio. 24. 



section of the lateral portion of tlip i^nllial tPKH'iionts of ChUon. I, teK'UPntum ; 
ntum ; III, pallial epithelium uiuI<m- llu' whrll ; IV, epithelium of the margin of 
V, spicula; VI, cuticle of tlie iiuiiitlt;-inargin ; Via, periostracum ; VII, metjal- 
II. micraesthett^s. rAlter Blumrich.") 



Transverse , 
11, articulamei. 

the mantle^ V, n^^Kjiua, v i, uui/iuiu ui mr iiuiuli' 

aeHthetes ; VIII, micraesthetes. (Alter Blumrich.) 



reaching from the anus to its upper corner, or to the foot, or even 
to the inner wall of the mantle. 



II. Anatomy. 

1. The Alimenlaiy Canal extends from one extremity of the body 
to the other. The mouth leads into the buccal cavity, on the ventral 
wall of which opens the radular caecum. The radula is long and 
reaches nearly as far back as the stomach. Kach radular row 
includes seventeen teeth of various shape (Figs. 2, A; 74, E). The 
three central teeth are simple : on each side of them is a large 
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recurved thick and dark lateral tooth. Externally are six polygonal 
marginal teeth : of these the third differs from the rest, being more 
or less narrow, elongated, and curved, and sometimes its concave 

edge is ciliated {Trachydermon), 
The fore part of the radula rests 
upon a cartilaginous mass, 
moved by a great many mus- 
cular bundles. 

Two pairs of glands open 
into the buccal cavity. The 
true salivary glands lie at the 
sides, well forward, but behind 
the cerebral commissure ; they 
are slightly branched, but rather 
short, and have a very short 
duct. On the ventral wall, 
under the subradular organ, lie 
two very small mucous glands 
close to one another and to the 
middle line. On either side, at 
the point where the pharynx 
passes into the short oesophagus, 
is the opening of the sugar 
gland — a large glandular pouch 
with a papillose internal surface. 
The large and thin-walled stomach is surrounded by the liver mass. 
The two liver lobes are symmetrical in young Chitons, but become 
asymmetrical in the adult, the right lobe being the smaller and 




Fig. 25. 

Ilorcorhiton citureua, dorsal view of a female, 
without the sliell-plates. J, lirst •' intersegmen- 
tum " ; 11, ovary; III, oviduct; IV, ventricle 
of lieai-t ; V, dorsal rijjht muscle ; VI, dorsal 
oblique shell-muscle; VII, rr»tnictor muscle of 
the i-ailula. 




Fm. 2r.. 

Crtipti'ph'x larvai'formis, Ifft-side view, tlie jH)sterior end partially oi)ened. I, pouad ; II, 
penital duct; III, KO'i^^l pore ; IV, ventricle of he^irt : V. anus; VI, renal pore; VII, gills; 
VIII, foot ; IX, mantle ; 0, 7, 8, position of the sixth, seventh, and eighth shell-plates. 

anterior. They open into the stomach either by two distinct orifices 
{Chiton arulealus), or by two orifices in a single duct {Lepidopleuriis), 
or by a single aperture (Hanlcf/a). The intestine is very long, as 
is usual in phytophagous animals, and is thrown into numerous 
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coils. The anus opens at the posterior extremity of the body, 
between the mantle and the foot (Fig. 28, a). 

2. CirciUation and Respiration, — The heart, enclosed in a large 
pericardium, occupies the postero- dorsal region of the body. It 
consists of a median elongated ventricle and two elongated 
symmetrical auricles. The openings of the auricles into the 
ventricle are subject to some variation. In the Lepidopleuridae, 
the Mopalidae, and Tanicella, Trachydermon, Bai'eochitmij etc., among 
the Ischnochitonidae, the auriculo^- ventricular aperture on either 
side is single and anterior (Fig. 27) ; in the Acanthochitonidae, the 
Cryptoplacidae, and the Chitonidae generally there are two apertures 
on either side (Figs. 4 and 26) ; in Chiton squamoms there are three, 
and in Chiton goodalli four. The auricles are united to one another 
posteriorly, but there is never a posterior median auriculo- ventricular 
opening. The posterior auriculo-ventricular orifices are frequently 
asymmetrical. A single anterior aorta rises from the ventricle 
anteriorly and carries the blood to the various organs and inter- 
visceral blood-spaces. The venous blood from the difterent parts of 
the body is conducted back to a large sinus on either side near to 
the line of union of the mantle with the body. Closely connected 
with this same line of union on either side is a row of gills, situated 
between the foot and the mantle. The number of pairs of gills 
varies from four in Lepidopleurus pagenstecheri to eighty in Acantho- 
pleura spiniger, but a careful 
comparison shows that the 
number of gills in the right 
hand row does not always 
correspond with that in the 
left. 

The gill - rows may be 
either of the holobranchial 
type, in which case they ex- 
tend over the whole length 
of the body, or of the mero- 
hranfhial tvne in which thev ^^'''^^^ ^^ Mopniin, dorsal n-prct. I, aTirimio- 

Oranciliai type, JII ^vuicii tiitj v.Mitiicular coiiiiminiratiou ; II, ventricle; III, rij,'lit 
are confined to a more or auricl»>; IVaml V, .'in.itntves^<'ls; Vl.inantlo; 0, 7, 
, !• 'x J ^ ^1- ^' i"'licat^» tli»' position of the sixth, seventh, and 

less limited space at the pos- eighth sheii-piates. 
terior end of the body (Fig. 

28). But these two types are connected by transitional forms, and 
they are not, generally speaking, characteristic of natural groups, nor 
are they determined by the greater or less size of the species. The 
genera with few gills are naturally merobranchial, and in the Lepido- 
pleuridae these organs are confined to the region covered by the 
two last shell -valves. The gills are inserted at the bottom of the 
pallial groove. The largest gill, which is also the last one in those 
forms in which no adanal gills are present, is always the first 




Fk;. -j:. 
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behind the renal opening : it is the first to be formed and is the 
starting-point from which the rest of the gills are added either 
forwards or both forwards and backwards. Occasionally individual 
gills may be bifurcated or trifurcated. Each gill has the typical 
ctenidial structure, consisting of an axis bearing an anterior and a 
posterior row of gill- lamellae or filaments. The blood from the 
above-mentioned longitudinal vessel is distributed to each gill by 
an afferent vessel running along the internal or pedal margin of the 
axis, and, after being oxygenated in the lamellae, is carried back by 
an efferent vessel running along the external or pallial edge of the 
axis to another longitudinal vessel which conducts it back to the 
corresponding auricle. 

3. Excretory Organs, — There are'^two symmetrical kidneys, whose 
relations were first discovered by Sedgwick. Each of them con- 




Fio. 28. 

Ventral aspect of three species of Polyplacophora, showing the various sorts of gill-rows. 
A , Lepidopleurus benthus ; B, BoreochiUm cinrreus ; C, Schizochiton incisus. a, anus ; /, foot ; 
y, gills ; m, mouth ; jxi, niantle ; pa', anal lobe of the mantle ; p.s, pallial slit ; te, pallial 
tentacles. 

sists of an elongated renal canal, situated on the lateral side of the 
visceral mass, and once folded on itself, so that its two ends are 
posterior. The internal or dorsal end opens into the pericardial 
cavity, through a ciliated aperture or funnel. The external or 
ventral end opens to the exterior, between two of the gills at the 
hinder part of the body. The renal canal is dilated immediately 
behind' its external opening. It is excretory throughout its length, 
and the excretory surface is increased by numerous small much- 
branched caeca which lie close to the body -wall laterally and 
ventrally and open into the canal (Fig. 29). 

Various kinds of kidneys are to be found (Plate). They 
generally extend more or less forwards, and their extension is 
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generally correlated with that of the branchial row. The two 
branches of the renal canal may be fused together from before 
backwards until, as in Callistocfiiton and NutUdochiion, the kidney 
has the form of a simple sac with more or less numerous 
arborescent appendages, and the pericardial and external apertures 
adjacent to one another at its hinder end. A similar form of 
specialisation may be seen in the kidneys of Lamellibranchs. The 
renal canal may be complicated by the addition of two accessory 




Fio. 20. 



Renal .organs of Boreochlton ciiiercits, dorsal aspect; on the right-hand side, the exterior 
ramifications of the anteru-posterior renal part are alone drawn ; on the left-hand side, all the 
other ramifications are drawn. I, pedal cord ; II, mantle ; III, external ramifications of tlio 
antero-posterior (or terminal) renal part ; IV, reno- pericardial orifice ; V, posterior point of the 
urinary chamber ; VI, external renal jwre ; VII, urinary chamber; VIII, postero-anterior (or 
initial) portion of the kidney; IX, antero-posterior (or terminal) portion of the kidney; X, 
internal ramifications of the antero-iK)Rterior portion of the kidney ; XI, left outer limit of III ; 
XII, ramifications of the initial portion of the kidney ; 1-8, the eight ** segments" of the body. 

longitudinal branches, an anterior larger and a posterior smaller, 
which lie in the foot near the middle of the body. 

4. Nervous System and Sense-organs. — There is no concentration 
of nerve-ganglion cells to form distinct ganglia, but the larger nerve- 
cords are ganglionic throughout their extent. There are two 
pairs of longitudinal nerve-cords, united in front of the buccal 
mass by a supra -oesophageal or cerebral commissure. Ganglionic 
enlargements on this commissure are found only in Callochiton 
doriae. 
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The two ventral or pedal cords are united beneath the digestive 
tract by numerous transverse anastomoses. The two lateral' or 




Diagrams of tho excretory and reproductive organs of Aniphineura. C, Proneovwnin; D, 
Chiton. Br, ctenidia; CI, cloacal or pallial chamber of Proneomcnia ; g, external aperture of 
the genital duct of Chiton; X, renal organ ; 0, gonad ; P, pericardium ; r, rectum ; v, extenml 
aperture of renal organ of Chiton. (From Lankester, after Hubrecht.) 

pallial cords are united posteriorly, 
dorsad of the anus, by a thick supra- 
rectal commissure (Fig. 31, VIII). 

The cerebral commissure inner- 
vates the palps, the lips, and the 
muscles of the buccal bulb. Below 
the buccal bulb it is prolonged into 
an anterior labial commissure, which 
in turn gives rise to a stomato-gastric 
commissure : the last-named is to 
some extent ganglionic and has two 
branches, which unite with those of 
the opposite side on the upper and 
under side of the pharynx, and also 
with the infra -oesophageal subrad- 
ular commissure. The subradular 
commissure supplies a pair of ganglia 
which are in close connection with 
a peculiar sense-organ lying on the 
floor of the mouth, in front of the radula. The labial and sub- 
radular commissures, together with the subradular organ, correspond 
to the homonomous parts in the Scaphoda and Cephalopoda. 




Fio. 30''''. 
Ventral a8i)ect of Acanth^pleuta incana, 
I, mantle; II, mouth; 111, foot; IV, 
gills ; V, anus ; VI, right renal pore ; VII, 
right genital pore (these two pores are 
better seen on the left-hand side of 
body). 



the 
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The two great ventral or pedal cords give rise to the pedal 
nerves. The two great lateral or pallial cords chiefly send nerves 
to the mantle and the gills, and thus correspond to the whole of the 

pleural ganglia and the pallial 
nerves of the other MoUusca; 
great part of the viscera 
(genital glands, kidneys, and 
heart) also receives nerves from 
these pallial cords. 

The little differentiated 
head region bears no special 
sense-organ, except that the 
outer edges of the snout taper 
to form the labial palps. The 
lower wall of the buccal cavity 
is furnished with cyathiform 
gustatory bodies, whose nerves 
arise from the cerebral commis- 




Fio. 81. 

Nervous system of AccmthockHon dU- 
crrjHtrvi, dorsal aspect. I, upper buccal 
commissure; II, upper buccal ganglion; 
III, stomato-castric commissun; ; IV, labial 
commissure ; V, subradular j^anglia and com- 
missure ; VI, anterior (larger) ixnlal commis- 
sure; VII, pe<l;il cord, with pallio-pe<lal 
anastomoses; VIII, Hupra-rectal pallial com- 
misstiro; IX, {MiUial conl ; X, jMHial anas- 
toniosis ; XI, stoniato-jrastrio ganglia and 
radular nerves; XII, oesophageal nerves; 
XIII, cerebral commissure. 




Placiphordla stimjisoni, ventral asi>ect ; 
nearly natural size, a, anus ; d, pallial 
cirrhi ; g, gills (between the two rows of 
gills is the oblong foot): ?«, mouth ; ?h', 
mantle ; U, tentacleh of the interior e<lg»j 
of the mantle. (After Plate.) 



sure ; and, in front of the radula, there is the above-named " sub- 
radular organ," an epithelial projection, with nervous endings, lying 
on the two small subradular ganglia, and probably gustatory in 
function (Fig. 31, V). 
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One osphradium js generally present on each side of the internal 
wall of the mantle, near the anus, more or less close to the last 
gill. In the Lepidopleuridae there are branchial sense-organs, 
related to accessory ganglia on the nerve of each gill (Bnrne). In 
Placiph&rella the lower free margin of the mantle bears, in its 
anterior part, several long and thin appendages, which must be 
considered as sensory tentacles (Fig. 32). 

Shell'Eijes. — ^The tegmentum of the shell-valves is traversed by 
peculiar pallial sense-organs in the form of epithelial papillae, 
containing nerve -endings covered with a cuticular liood. These 
organs are innervated from the pallial cords. According to their 
size, they are termed megalaesthetes or micraesthetes (Moseley). 
In various species of Chitonidae (and specially in exotic littoral 
forms of the sub -families Toniciinae and Liolophurinae), the 
megalaesthetes are converted into eyes, in which retina and pig- 
ment are always present. These eyes are frequently many 
thousands in number, and are most numerous on the anterior 
valve (Fig. 23, I). There are two kinds of such eyes: (1) Extra- 
pigmental eyes,* with pigment in the tegmentum only, generally 

without a crystalline lens (except 
Schizochiton incisus) ; (2) intra- 
pigmental eyes, with pigment in 
the body of the aesthete, and 
always with a crystalline lens. 
The eyes are arranged in rows 
running diagonally from the 
median anterior beak of the valve 
to its external borders. There 
may be only one such row on 
either side, as in Schizochiton, or 
many such rows, as in Tonicia-, 
and in Acanthopleura, in addition 
to the several diagonal rows, 
there are rows of eyes along the 
posterior margin of the valve, but 
these are not present in young 
specimens. In Tonicia the first 

Axial section of a «liell-eye of ^ain<Aop/««m V^^^ ^^ ^yCS is developed, at the 
tpinigtr. 1, optic nerve with ganglionic cells ; close of larval life, OU the SCCOud 
II, piKUienteci cajniule of the eye; III, teg- , ,. , ' 

mentiini of the shell; IV, rods of retina; snell-valve. inese Organs are 

V, micraesthetes; VI, calcareous cornea; „,„„;<.• ,^ 4.^ ^;„4.„«U««««« :^ *1.^ 

vii, lens. (Alter Moseley.) Sensitive to aistiu-Dances in the 

water, and do not exist when 
the mucous projections of the mantle, referred to above, are 
present Even those species of Chitons that are devoid of 
eyes are affected by light and shade: some littoral species, 
such as Boreochiion ciuereus, do not move far from the light, 




Fio. 88. 
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while others, such as hchnochiton niagdalenensiSy are nocturnal in 
habit 

5. Reproductive Organs, — All the Polyplacophora are unisexuaL 
The gonads are paired and symmetrical in Nuttalochiton hyadesiy but 
in all other species the gonad is single and median. It lies on the 
dorsal side of the body, between the aorta and intestine, and 
extends from the anterior end to the pericardium (Fig. 25, II), 
It is transversely wrinkled, and the ovary is frequently of a greenish, 
the testis of a red colour (ChiUni polii, Boreochiton cinereus, etc.). In 
most species the ova are enclosed in a cellular follicle. 

The paired genital ducts arise from near the posterior end of 
the gonad on the dorsal surface. Each duct is twice bent on itself, 
being directed first forwards, then backwards, and finally transversely^ 
toward the external opening. As a rule the gonaduct runs dorsad 
of the pallial nerve-cord, and its external opening is external to the 
cord, but in Boieochiton rvher^ B, marrmreus, and Katharina it nms 
under the cord and opens internally to it. In the female the 
oviduct has a thick glandular investment (Fig. 25, III). The genital 
aperture is situated in front of the renal aperture, between two of 
the posterior gills. There may be from one {Boreochiton, Lepido- 
pleaiiiSy etc) to nine (Cryptoplax lannefoiTnis : Fig. 26) gills between 
the genital and the renal apertures. 

III. Embryology. 

The eggs may be laid separately, in which case they are invested 
by a chitinous envelope fre- 
quently provided with spinous 
appendages ; or, as in Ischnochiton 
magdalenensis, they may be laid 
in strings containing nearly 
200,000 eggs (Fig. 34). These 
strings are not attached, and 
readily break into fragments. 
In many cases the ova are re- 
tained in the branchial furrow 
of the mother and undergo their 
development there {Chiton polii) : 
in Hemiarthrum setulosum the 
embryos are protected in this 
manner until the eighth shell- ^^ ^ 

valve is formed. In Ccdlistochiton j^^^^,, maodc.lunuis, fe.nale. laying 

vitriparUbS the ova are developed eggSi I»in<l part, ventral aspect. /, foot; g, 

. f, •! . r iT_ J.L J ovaiy; g.d, glandular oviduct; ojj, genital 

m the oviduct of the mother, and orlUce ; ov, ova ; pa, mantle. (After Heath.) 

there is no larval stage. 

The segmentation is total and, in the early stages, regular. 
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A gastrula is formed, by invagination of the endodennic macromeres 
(Fig. 10, A). The orifice of invagination or blastopore is placed 
on the vegetative pole of the ovum, and does not close, but is 
gradually shifted towards the anterior end of the embryo. By the 
development of a ciliated ring or velum, in the centre of which 
there is an apical tuft of cilia, the embryo becomes a trochosphere 
larva (Fig. 14, A). The mesoderm arises from two endodennic 
cells, originally situated at the hinder side of the blastopore : they 
give origin to two bands of cells which extend right and left between 
the enteron and the ectoderm. In each band a cavity appears 
which becomes half of the coelom. The ectoderm around the 
blastopore is invaginated to form the oesophagus, a diverticulum 
of which becomes the radular caecum. At a late stage of develop- 
ment the intestine is placed in communication with the exterior 
by an anal invagination or proctodaeum. Anteriorly on the ventral 
or pedal surface a second ectodermic invagination forms the great 
pedal mucous gland, which is more or less atrophied at a later 
period. The gills appear as papillae much later than the anal 
invagination, the posterior one the first. The gonads originate by 
proliferation of the anterior wall of the pericardium. 

The four great nerve-cords originate as four longitudinal and 
parallel ventral thickenings of the interior surface of the ectoderm, 
the two thickenings on each side of the body being closely approxi- 
mated to one another at the time of their first appearance. At 
the extreme anterior end of each lateral or pallial cord and behind 
the velum is an eye, containing a closed cavity, or forming a 
simple epithelial ocellus. This eye disappears at a later stage, but 
in some species persists for a considerable length of time. 

The shell-valves are formed as transverse thickenings of the 
dorsal cuticle behind the velum, the tegmentum being the first 
part of each valve to be laid down. The eight valves generally 
make their appearance simultaneously (Chiton olivaceusj IschnochUon 
magdalenmsis), but sometimes the eighth valve is formed later than 
the others (Chiton polii), 

IV. Bionomics and Distribution. 

The Polyplacophora are marine animals of sluggish habit, 
creeping slowly and for no great distance. They are generally 
herbivorous, and the majority of species live in the littoral zone, on 
rocks or under stones, but some inhabit the deeper regions of the 
sea, extending to a depth of more than 2100 fathoms (some 
LepidopleuruSy etc.). They can easily be kept in aquaria. Poly- 
placophora are distributed in all oceans and seas ; more than three 
hundred living species have been recorded. They are fossil from 
the Ordovician. 
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V. Systematic Review of the Sub-Orders and Families of 

THE POLYPLACOPHORA. 

Sub-Order 1. Eoplacophora, Pilsbry. 

Tegmentum coextensive with articulamentum, or the latter projecting 
in smooth, unslit plates. 

Family 1. Lepidopleuridae, Pilsbry. Articulamentum without 
insertion plates or with unslit plates ; .terminal margins of end valves 
never elevated ; form oval or oblong. Genera — LepidopleuniSy Risso 
(=^ Leptochiion, Gray) (Fig. 28, A). Without insertion plates, sutural 
laminae small ; girdle minutely scaly or chaffy. L. cancellatiis, Sow. 
North Atlantic and Mediterranean ; various abyssal species. Hanleya, Gray. 
The anterior valve with an unslit insertion plate. H. hanleyi^ Bean. North 
Atlantic. Henimrthruniy Carpenter. Both anterior and posterior valves 
with smooth, unslit insertion plates ; girdle downy. MicroplaXy Adams 
and An gas. 

To this group belongs the extinct family of Gryptochitonidae, 
Pilsbry, together with various narrow and elongated Palaeozoic genera, 
whose one or two end valves have the terminal margins elevated. 

Sdb-Order 2. Mesoplaoophora, Pilsbry. 

Insertion plates well developed and slit. 

Family 2. Ischnochitonidae, Dall. All the valves with slits, and 
the inner layer well covered by the outer. Sub-Family 1. Ischno- 
CHITONINAE. No shell-cyes ; sutural laminae separated ; the slits in the 
valves 1 to 7 do not correspond with the ribs of the tegmentum. 
Genera — Ischnockiton, Gray. Smooth girdle. Trachydermmi, Carpenter 
(with the sub-genera : Tonicdhi^ Carpenter, and Boreochiton, Sars). Girdle, 
with small squamous spicula. T. dnereas, Linnaeus (Fig. 28, B) {—T, 
marginatum, Pennant). North Atlantic. Chaetopleura, Shuttleworth. 
Hairy girdle. Sterwplax,CfirTpenteT. StenoradsiajCur-penteT. Sub-Family 2. 
Callochitoninae. With shell-eyes and united sutural laminae. Genus — 
Callochitoriy Gray. C laevisj Pennant. North Atlantic and Mediterranean. 
Sub- Family 3. Callistoplacinae. No shell-eyes ; the slits in the 
valves 1 to 7 corresponding with tlie ribs of the tegmentum. Genera — 
Oallistochiton, Carpenter (viviparous). Nuttalochiton, Plate. 

Family 3. Mopaliidae, Dall. Each intermediate valve with a 
single slit ; girdle hairy. Genera — Mopalia, Gray. Placiphorella, 
Carpenter (Fig. 32). Plaxiphora, Gray. Placophompm, Pilsbry. 

Family 4. Acanthochitonidae, Pilsbrj'. Valves immersed in the 
girdle, and with small tegmentum. Genera — Acanthochiton, Leach 
( = Cryptoconchus, Guilding). Girdle witli bundles of spicula. A. fascicii- 
laris, L. North Atlantic and Mediterranean. Spongiochitcm, Carpenter. 
Katharina, Gray. Amicula, Gray. Gnjptochiton, Middendorf. Valves 
quite concealed ; no tegmentum. G. stelleri, Middendorf. Arctic. 

Family 5. Cryptoplacidae, Dall. Vermiform, with thick girdle 
and small valves ; insertion and sutural plates strongly drawn forward, 
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sharp and smooth. Genera — CryptoplaXj Blainville ( = GhitonelltiSy Lam.}. 
Girdle without pores. C. larvaeformis, Blainville (Fig. 26). Eastern 
Archipelago. OhoneplaXy Carpenter. Girdle, with hair bundles within 
pores. G. strigatibs, Sow. 

Sub-Order 3. Teleoplacophora, Pilsbry. 

AH the valves, or at least the seven anterior, with insertion plates 
«ut into teeth by slits. 

Family 6. Chitonidae, Guilding. Characters of the Sub-Order. 
Sub-Family 1. Chitoninae. No extra-pigmental eyes ; insertion plates 
with pectinations between the fissures. Genera — Chiton, L. Squamous 
girdle. Eudoxochitofi, Shuttleworth. Shaggy girdle. Trachyodon, DalL 
Rfulsioy Gray. Sub-Family 2. Toniciinae. Extra-pigmentar shell eyes. 
Genera — Tonida, Gray. Girdle smooth or shaggy (Fig. 23). T. elegansy 
Frembly. Acantliopleura, Gould. Ejioplochiton, Gray. Squamous girdle. 
E, nigcTj Barnes. Onithochito7i, Gray. Sckizochiton, Gray. Spinous girdle ; 
posterior valve notched. S. incisus, Sow. (Fig. 28, C). Lmica^ Adams. 
Loricellaj Pilsbry. Liolophura, Pilsbry. 

Order 2. Aplacophora, von Jhering 

( = Solenogasires, Gegenbaur = Telobrandiia, Keren and Danielssen 
= Scolecomorplia, Lankester). 

Our knowledge of the Aplacophora begins with Loven, who in 
1841 described the genus Chaetoderma, and with Michael Sars, who 
mentions Neomenia in 1868, under the name Solempus, but without 
description. Cluietoderma was for a long time believed to be a 
Gephyrean worm ; and Neomenia was at first included among the 
Opisthobranchiate Gastropoda in a new Order, Telohranclm, by 
Koren and Danielssen. 

Von Jhering was the first to point out the affinities of these 
two remarkable organisms with the Chitones, and to unite them in 
the new phylum Amphineura (1876) ; but he classed this phylum 
with the Vermes. Gegenbaur also classed the two genera ChaeUh 
detma and Neomenia as worms under the name Solenogasti'es. But 
Hubrecht demonstrated the molluscan nature of the new genus Pro- 
neom^enioy and its relationship to the Chitones. Lankester supported 
this view, and was followed by nearly all contemporary zoologists. 
It is generally believed that the Aplacophora are degenerate forms 
of Amphineura, derived from a chitonoid ancestor. 

Definition, — The chief characteristics differentiating the Apla- 
cophora from the Polyplacophora are the following: (1) they are 
worm-like in shape; (2) the body is completely invested by the 
mantle ; (3) the mantle is devoid of a shell, but bears numerous 
calcified spicula over its whole surface ; (4) the digestive tract is 
straight. 
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General Description, — The mantle covers the whole body, 
and is clothed by a rather thick cuticle, in which are implanted 
spicula (Fig. 35) developed from the tegumentary epithelium. The 
foot is nearly aborted or wanting. The nervous system consists of 
four great longitudinal trunks, with pedal and pedo-pallial anasto- 
moses. The digestive tract is straight^ the Aplacophora being carni- 
vorous. The blood is red. The gonads are in open continuity with 
the fore part of the pericardium. The coelomo-ducts, corresponding 
to the renal sacs of the Polyplacophora, are gonadiicts, and open 
externally into a posterior cloacal chamber, which serves as a 
rudimentary branchial cavity. There are two groups of Aplaco- 
phora : the Neomeniomorpha and the Chaetodermomorpha. 




A 



Fio. 35. 

Spicules of various Aplacophora. A, Nemnenia (WIren): 7i, DontlerHa (Hubrecht); C, 
ParavMnUi (Pruvot) ; D, ProMonunia ; A", StyUmenia (Pruvot) ; /', ^Myzonunia (Pnivot) ; G, 
Chattodtrma (Wireii). ic, intenial cavity. 

Sub-Ordkr 1. Neomeniomorpha. 

Aplacophora with a distinct longitudinal ventral groove ; bi- 
sexual, with paired genital glands and without differentiated liver. 

I. External Characters. 

The mantle extends over the sides of the body so as to cover 
the greater part of the ventral surface, leaving only a narrow 
median longitudinal furrow uncovered. The pallial cuticle, which 
is very thick in some species, contains a number of long, hollow, 
calcified, acicular, or flattened spicules (Fig. 35) borne on epithelial 
papillae. In some cases, when it is very thick, the cuticle also 
includes sensory papillae. A small longitudinal projection in the 
ventral furrow is the vestige of the foot. The antero-ventral region 
of the body is occupied by a large mucous gland, whose secretion is 
poured into a ciliated pit in the anterior part of the ventral furrow, 
the whole structure corresponding to the embryonic pedal gland of 
some Ghitones. Smaller mucous glands are also found along the 
pedal projection. Posteriorly there is a terminal cloacal or branchial 
cavity, into which opens a thick mucous gland, situated between 
the foot and anus. 
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II. Anatomy. 

Digestive Trad, — The mouth is anterior and ventral, and is 
frequently surrounded by papillae, probably sensory in function. 
It opens into a muscular and sometimes protractile pharynx lined 
by a thick cuticle. The salivary glands and radular sac open into 
the pharynx. The radula (Fig. 36), when present, comprises several 
rows of teeth, and may be (1) polystichous, with a continuous line 
of teeth in each row {Proneomenia and Macellomenia), in which case 
a basal membrane may be present, forming a true continuous 
polyserial radula {Proneomenia acuminata, P. sluiieii, P. gerlach^i), pr 
absent, forming a discontinuous polyserial radula (P. vagans) ; (2) 
distichous, with two separate teeth {Paramenia, Pararhopalia, Ismenia, 



B 





A 



Fio. 86. 

Radula (transverse rown) of various Neo- 
ineniomorpha. A, Prcmromenia (Hubrecht); 
Bt Lepidmiitnia (Kowalewsky and Marion); 
C, Macellomenia (Pruvot); D, Amphimenin 
(Thiele) ; E, Stylomniia (Pruvot). 

Lepidomenia, Dinom^?iia); (3) monostichous, with a single tooth 
{Stylomenia, Bonder sia, Amphim^nia, Proparamenia), The radula is 
entirely absent in the Neomeniidae, in Bhopalormnia, Pruvotia, 
StropJiameniUy and Notomenin. 

The salivary glands form a symmetrical pair, lying on the 
ventral side, and opening on a subradular prominence ; their ducts 
sometimes unite before opening into the pharynx. They correspond 
to the subradular glands of the Polyplacophora and the posterior 
salivary glands of the Cephalopoda. In some forms there is a 
second pair of salivary glands, dorsal or dorso-lateral in position, 
opening by a single duct into the mid-pharynx {Paramenia, some 
species of Proneomenia \ Fig. 37, gls.d). Several genera, among 
them Neomenia, are devoid of salivary glands. The oesophagus is 
generally short, and leads into a cylindrical and rectilinear stomach, 
which frequently sends forward a caecum dorsad of the oesophagus, 
and is provided with symmetrical lateral caeca, giving to the organ 
the appearance of regular segmentation. The whole surface of the 



Digitized by LjOOQIC 



THE AMPHINEURA 



57 



stomach is lined by a secretory, or so-called hepatic epithelium, 
and its dorsal wall is ciliated. The intestine is straight and short, 
with thin walls lined by a ciliated epithelium. The anus opens 
into the branchial or cloacal chamber, together with the kidneys 
and sometimes the anal mucous gland (Fig. 38). 

Circulatory System. — There are no true blood-vessels with 
definite walls, but there are two well-marked blood -spaces — a 
ventral sinus between the foot and digestive tract, and a dorsal 
tubular sinus or aorta whose hinder part forms a contractile heart. 
The heart is enclosed in the pericardium and is fastened to its 
dorsal wall, except in Neomenki^ where it is free. The blood is red 
owing to the presence of haemoglobin in the rounded or ovate 
blood-corpuscles. 

In the Neomeniidae and most of the Parameniidae there is a 




Fig. 87. 

Pr<yn€Oimnia gtrlachH^ right half of the anterior part of the body ; left-side view, ft, mouth ; 
CM, pharyngeal caecum ; com.p, pedal commissure ; cu, cuticula ; fo.d, ciliated fossa ; p.c, 
cerebral ganglion ; gl.g, gonad ; gl.s, salivary gland ; gl.s.d, dorsal salivary gland ; p, foot ; pap, 
buccal papillae ; p/wt, pharynx ; ra, radula ; sin, ventral sinus ; st, stomach. 

more or less extensive circlet of gills on the inner walls of the 
cloacal chamber. These gills are epithelial folds or laminae, whose 
cavities communicate freely with the haemocoele and the above- 
mentioned sinuses. In the species in which no gills are present 
the venous blood of the ventral sinus is oxygenated through the 
epithelium of the inner wall of the cloacal chamber and the surface 
of the foot. Where gills are present the blood passes into them 
and is returned to the heart by two auricular ducts in Necmenia, 

Excretory Onjaiis. — The pericardium occupies the posterior 
region of the body dorsad of the rectum. The dorsal and lateral 
parts of its inner wall are ciliated, and its cavity communicates 
with the exterior by means of a pair of renal ducts, which open 
into the cloacal chamber below the anus. In Strophomenia the renal 
orifices are adjacent, but separate from one another as in Chadoderma, 
but in all other Neomeniomorpha the renal ducts open into the 
cloaca by a common aperture (Fig. 30, C). As in the Polyplaco- 
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phora, the renal tubes are first directed forwards and then turn 
sharply backwards to run parallel to their former course. But the 
kidneys of Neomeniomorpha are very different both in structure and 
conformation from those of the Polyplacophora ; they serve also as 
efferent ducts for the genital products, and their inner walls — 
particularly the conjoined terminal pouch — are very glandular, and 
form an organ which secretes the egg-shell. Moreover (except in 
Lepidomeniay in which they are very simple) they bear one or two 
pairs of caecal appendages on the proximal part of their course, 
the caeca nearer to the pericardium ser\dng as sperm reservoirs. 

Nervous System. — On the dorsal side, and in front of the buccal 
bulb, there is a large supra-oesophageal nerve-mass, formed by two 
conjoined ganglia, and often provided with accessory lobes. Two 
ganglionated nerve -trunks are given off from each side of this 




Fig. 88. 



Pron€omeHia gerlacfiei, ri]i;ht half of the posterior part of the body, lefb*8ide view. ca.g.cOf 
common median cavity of the two shell-glands ; c/, cloaca ; com.2, supra-rectal pallial com- 
missura ; com.p, the most posterior pedal commissure ; cu^ cuticula ; du.g, opening of the gonad 
in the pericardium ; gLeo^ shell-gland of the left kidney ; gl.gy left gonad ; in^ intestine ; o.d, 
dorsal sense-organ ; 0.9, common opening of the two reno-genital ducts ; p, foot ; per, peri- 
cardium ; r, left kidney ; re, rectum ; ven, ventricle of heart ; ve.s, seminal vesicle : * anterior 
limit of the junction of the two shell-glands. 

cerebral ganglion ; that on the dorsal side being the pleural, that 
on the ventral side the pedal cord. The two cords may originate 
separately from the cerebral ganglion, or may be fused at their 
origin and diverge after entering a pleural ganglion (Neamenia). 
They correspond to the homonomous cords in the Polyplacophora. 
The pedal cords enlarge to form a pair of pedal ganglia, united by 
a thick pedal commissure, and are continued posteriorly as two 
regularly varicose trunks united by transverse anastomoses. The 
two pallial cords are joined together posteriorly by a supra-rectal 
commissure, which is double in Proneomenia sluiteii, but absent in 
Dinomenia veirucosa and Bhopalomenia indica. An ovoid ganglion is 
generally borne on the supra-rectal commissure. The pallial cord 
of either side is united to the corresponding pedal cord by more or 
less numerous anastomoses. In some forms, e.g. Paramenia^ the 
pedal cords are united to the pallial some way in front of the supra- 
rectal commissure. A small anterior infra-oesophageal or stomato- 
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gastric commissure is given off from the cerebral mass, and enters 
a pair of small ganglia situated in the median line between the 
oesophagus and the radular sac ; moreover, the two same upper 
buccal and subradular commissures as in the Chitones are present, 
at least in Proneomenia and Phopalomenia (Heath). 

The only organs of special sense are the club-shaped epithelial 
papillae in the thickened cuticule of the Proneomeniidae, Xemienia, 
and the following Parameniidae, Dinamenia, Proparamenia, and 
Paramenia. There is also a median invaginable sensory papilla 
situated on the dorsal posterior surface, above the rectum. It is 
not covered by the cuticle, and may be multiple, as in Dondej'sia, 
or absent, as in Ilemimenia and perhaps SiropJumienia, 

Generative Organs, — The Neomeniomorpha are hermaphrodite. 
The gonads are paired tubular structures, separately opening 
posteriorly into the pericardium (Fig, 30, C) and extending forward 
close under the dorsal sinus to near the front end of the body. The 
ova are developed on the median, the spermatozoa on the outer 
wall of each gonad. The sexual products pass into the pericardium, 
whence they are driven by the pericardial cilia into the kidneys, 
which, as has been explained above, serve as gonaducts and are 
provided with receptacula scminis and shell -glands. In several 
species paired excitatory organs, in the form of protrusible cal- 
careous spicules, are situated in the cloacal chamber on either 
side of the uro-genital orifice. 



III. Embryology. 

Little is known of the development of the group. The ova are 
laid separately. In Myzomenia hanipilensis (Pruvot) 
the segmentation is regular, and an invaginate 
gastrula with an originally posterior blastopore is 
formed. An anterior ciliated ring or velum is 
formed, having in its middle a tuft of cilia, which 
is eventually transformed into a single terminal 
tiagellum (Fig. 17). The external surface of the 
trochophore larva thus formed is made up of a 
number of ciliated test-cells, which — as in the 
Lamellibranchiate Yoldia — eventually are cast off ^^^ ^^ 

and the mantle is formed beneath. The post- , . \ , 

, . f 1 1 1 * . An advanced lan'a 

velar region of the embryo elongates, and its of Myzomenia banyu- 

ectoderm cells develop spicules. Finally, the d^kfteJ*^ the^^^^ 

velum disappears, and seven imbricated calcar- ^iJot)"°^' ^^^^^ 
eous plates, made up of more or less flattened, 

closely - apposed spicules, are formed on the dorsal surface 
(Fig. 39). 
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IV. Bionomics. 

The Neomeniomorpha are marine animals, living in depths of 
from 15 to 800 fathoms, but are most abundant in 50 fathoms. 
They inhabit oozy bottoms, and are found crawling on corals and 
hydroid zoophytes, on which they feed. They have been found 
in nearly all seas except the S.E. and N.W. Pacific and the 
S. Atlantic. The British genera are Neomema^ Rhcfpahmenia^ and 
Myzomenia. About forty species, included in twenty genera, have 
been recorded up to the present time. 

V. Systematic Keview of the Neomeniomorpha. 

Family 1. Lepidomeniidae, Pruvot Slender, tapering behind, 
with subventral cloacal orifice ; thin cuticle without papillae ; flattened 
spicules ; no gills. Genera — Lepidomenia^ Kowalewsky and Marion. 




Fig. 40. 
Projuomtnia gerlachei, left-side view, b, mouth ; cZ, cloaca ; «{, foot-groove ; t, head. 

Ismeniay Pruvot. Ichthyode^, Pruvot Stylomeniay Pruvot Dondersia, 
Hubrecht. Nematomenia, Siinroth. AIy::oinenia, Simroth. M. hanyiilensisy 
Pruvot Mediterranean and Plymouth. 

Family 2. Neomeniidae, von Jhering. Short, trun- 
,1^ cated in front and behind ; cloacal orifice transverse ; 
gills present ; rather thin cuticle ; no radula. Genera — 
Neomenidy Tullberg. X. carinata, TuUberg. North 
Atlantic, N. and N.W. Scotland. Hemiinenia, Nierstrasz. 
_^ Family 3. Proneomeniidae, Pruvot Elongated, 

cylindrical, rounded at both ends ; thick cuticle with 
acicular spicules ; radula polyatichoiis or wanting. 
Genera — Proneomenia^ Hubrecht (Fig. 40). Amphi- 
menia, Thiele. Echinomenia^ Simi-oth. Rhapalomeviaj 
Simroth. R. aglaopheniae. Mediterranean and Ply- 
mouth. Notortie7iia, Thiele. Pruvotia, Thiele. Stropho- 

Paraiiuni^ cryo- "^^^ ^TXlVOt. 

phUa, ventral as- FAMILY 4. Paramenhdae, Pruvot Short, and 

^^'groove?^*^ ' **' truncated in front ; thick cuticle (often without papillae) ; 
gills and radula present Genera — Paramenia, Pruvot 
(Fig. 41). Macellomenia, Simroth. Pararhopalia, Simroth. Dino- 
menta, Nierstrasz. Cydomeniay Nierstrasz. Proparnmenia, Nierstrasz, 
Uncimeniaj Nierstrasz. Krupponienia^ Nierstrasz. 




Fio. 41. 
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Sub-Order 2. Chaetodermomorpha. 

Aplacophora without distinct longitudinal ventral (or pedal) 
groove, with unpaired unisexual gonad, with differentiated liver, 
and with posterior cloacal chamber provided with two bipectinate 
gilk 

Anaiomy, — The mantle covers the whole surface of the body, 
which is tlierefore cylindrical and vermiform in appearance. The 
hinder half of the body is a little stouter than the anterior ; the 
posterior extremity swollen and bell-shaped, forming the widely 
cloacal chamber. The whole body has a uniform covering of short, 
compressed, calcareous spicules implanted in the cuticula. 

The mouth is anterior, terminal, and crescentic, owing to the 
presence of a rounded ventral shield. Chaetoiieiina mdulifera alone 
is provided with mandibles. The buccal cavity, whose anterior jmrt 
is partially protrusible, bears on its floor a very peculiar radula, 
which may consist of (a) a single large tooth (Fig. 43, C), upon which 
two small teeth are placed (C, nitidulum and C. jfrodudum) ; (b) a 
single large tooth, upon which 
is a row of teeth (C. guitu- 
rosum; (c) no large tooth, 
several rows of three teeth one 
behind the other {C. radvli- p^^ 42. 

fera)', (d) several distichous cka.t.fer.,u^ nUUlulrna, i^y.n. The cepb.lic 

rows of two teeth each (C. enlargement is to th«» left, the cloacal or pallial 

r jj 'v m • J? T chamber (conUiining the concealed imir (if ctenidia) 

CnmLengen), 1 wo pairs Ot sail- to the right. (From l^nkester, aaerOrall.) 

vary glands, similar to those 

in the Neomeniomorpha, open into the buccal cavity. The diges- 
tive tract is quite straight, and narrows towards the middle of 
its course to form the intestine. Just before it narrows it receives 
the duct of a more or less extensive hepatic caecum, which extends 
backwards on the ventral side of the intestine. The hepatic caecum, 
large in most species, is feebly developed in C. cliallengeri The 
anus opens in the median line in the cloacal chamber (Fig. 43, B). 

The heart is posterior and dorsal, and lies nearly free in the 
pericardial cavity. It is traversed by the retractor muscles of the 
gills. In its main features the circulatory system resembles that 
of the Neomeniomorpha. The posterior extremity of the body is 
hollowed to form a bell-shaped cloacal cavity, which has a con- 
tractile aperture and contains a pair of large branchiae placed 
symmetrically right and left of the anus. Each branchia bears a 
double row of branchial plates, as is the case in the Polyplacophora 
(Fig 43, B). 

The two renal ducts are more evidently true excretory organs 
than in the Neomeniomorpha. They originate from the posterior 
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corners of the pericardial cavity, run forward under the floor of 
the pericardium, and then turn outwards and backwards to run 
back to their respective apertures right and left of the anus. 
Their thin walls are lined by a ciliated epithelium, and there are 
no accessory generative organs. 

In the nervous system there are two intimately fused cerebral 




Fio. 43. 

ChaetodeTma ni^tdulum. A^ median sagittal section ; £, sagittal section of the posterior 
extremity ; C, sagittal section of the anterior extremity, a, anus ; &r, retractor muscle of the 
branchiae ; ca, cerebral ganglion ; <f.t, digestive tract ; g, gill ; go, gonad ; ^, heart; i, intestine ; 
Jk, kidney; f, liver; in, mouth ; ww, "mesothorax"; p.c, pallial suprarectal commissure; p.rf, 
pericardial duct ; pe, pericardium ; pe.c, pedal commissures ; jw, "prothorax" ; r, radula ; 9a\ 
sublingual commissure. (After Wiren.) 

ganglia bearing accessory lobes. Each ganglion gives rise to two 
longitudinal nerve -cords, the ventral or pedal cord being more 
slender than the dorsal or pallial cord. In the anterior part of 
their course the pedal and pallial cords of either side run parallel 
and adjacent to one another, but in the posterior region of the 
body they are fused together, as in Param^niay and the two pallio- 
pedal cords thus formed are united dorsad of the rectum by a 
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ganglionic swelling. A small perirectal commissure originates 
from this swelling. The pedal cords are united with one another 
and with the pallial cords of the same side by anastomoses in the 
anterior region of the body. A small stomato-gastric commissure, 
bearing two small stomato-gastric ^nglia on the middle of its 
course, arises from the cerebral ganglia and surrounds the 
oesophagus. There are no organs of special sense except a dorsal 
posterior and median pit, corresponding to the precloacal fossa of 
the Neomeniomorpha. 

The sexes are separate. The azygos gonad occupies the same 
position as the paired gonads of the Neomeniomorpha, and com- 
municates by a median aperture with the pericardial cavity. The 
generative products are conducted from the pericardium to the 
exterior by the renal ducts. The embryology of the group is quite 
unknown. 

The Chaetodermomorpha are marine animals feeding on lowly- 
organised forms of life, such as Protozoa, etc. They are found in 
oozy bottoms from a depth of 15 fathoms to abyssal regions. 
The nine recorded species of the single genus Chaetoderma come 
from the North Atlantic, North Pacific, and Arctic Oceans, the Sea 
of Marmora, the Eastern Archipelago, and tlie Philippine Islands. 

Family Chaetodermatidae, von Jhering. Genus — Chaetoderma^ 
Loven. The charactei's are those of the sub-order. LimifotsoTy Heath 
(Alaska). 

Phylogeny of the Amphineura, 

The Polyplacophora present the most archaic characters among 
the Amphineura. The Aplacophora, on the other hand, are 
specialised in the following respects : (1) in the great reduction of 
the foot ; (2) the disappearance of the shell (CryptopIaXj among the 
Polyplacophora, shows how these two reductions may take place 
simultaneously) ; (3) the absence of the radula in several forms. 
The Chaetodermomorpha seem to be more specialised in these 
points than the Neomeniomorpha. 
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CHAPTER III 

THE GASTROPODA 

CLASS II.— GASTROPODA, Cuvier 
( = Paracephalophora, Blainville ; Anisopleura, Lankester). 

Sub-Class I. Streptoneura. 
Order 1. Aspidobranchia. 

Sub-Order 1. Docoglossa. 
„ 2. Bhipidoglossa. 

Order 2. Pectinibranchia. 

Sub-Order 1. Taenioglossa. 
„ 2. Stenoglossa. 

Sub-Class II. Euthyneura. 
Order 1. Opisthobranchia. 

Sub-Order 1. Tectibrancliia. 
„ 2. Nudibranchia. 

Order 2. Pulmonata. 

Sub-Order 1. Basommatophora. 
„ 2. Stylommatophora. 

Definition. — The Gastropoda, together with the Scaphopoda and 
the Lamellibranchia, form the branch Prorhipidoglossomorpha of 
the MoUusca, that is to say, a group in which the gonads are no 
longer in direct communication with the pericardium, the foot is 
wholly posterior to the head, and a visceral commissure is present. 
The Gastropods are a class of the Prorhipidoglossomorpha specially 
characterised, firstly, by their asymmetrical organisation ; secondly, 
by their well-developed head ; and thirdly, by their shell, which is 
formed of one piece and coiled in a spiral, at least in the larval 
stage. 
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I. General Description and External Characters. 

The three external divisions of the body, head, foot, and mantle 
are well defined. The head is well developed, and forms a more or 
less cylindrical mass, but is sometimes flattened. At its anterior 
extremity is the mouth, and dorsally it bears one or two pairs of 
tentacles. There is one pair of tentacles in the Streptoneura 
(Fig. 44), the « Thecosomata " (Fig. 63), in Phyllirhoe (Fig. 161), 
Theciicera, the Proctonotidae, the Elysiidae (Fig. 170), the basom- 
matophorous Pulmonates, and Janella (Fig. 178). There are two 
pairs in the majority of Opisthobranchs (Fig. 154) and in the 
stylommatophorous Pulmonates (Fig. 172). The tentacles either 
are or bear sensory organs ; they are contractile, and in the Stylom- 
matophora invaginable. The right tentacle of both sexes bears an 
appendage in Bathysciadium (Fig. 126), certain Trochidae (Fig. 130),. 
and Calyptraea, The form of the tentacles varies greatly in different 
groups. Sometimes they are atrophied, and they may even dis- 
appear without leaving a trace, as in Olivella, Uajnahgyra^ certain 
species of Terebia, Pterotrachea (Fig. 143), Limapontia, and Pseudo- 
vermis (Fig. 169). In the majority of the Bullidae the two pair* 
of tentacles are enlarged and transformed into a quadrangular shield 
(Fig. 148), the four comers of which correspond to the tips of the 
four tentacles. The single pair, much reduced in certain Basom- 
matophora (Amphibolidae, Otinidae, Fig. 173, Siphonariidae)^ 
similarly gives rise to the appearance of a flattened disc on the top 
of the head. The anterior pair of tentacles in the Pleurobranchidae 
(Fig. 167) and in various Nudibranchs (Tritoniidae, Fig. 83, Den- 
dronotidae, Tethyidae, etc.) is transformed into a more or less 
well -developed frontal veil. Finally, the tentacles are flattened 
(Africa); split (Pyramidellidae, Fig. 137, Solarium, the posterior 
pair in many Opisthobranchs) ; bifurcate (Janthiiia, certain Elysio- 
morpha) ; or multifid (the posterior pair in many Nudibranchs^ 
Dendronotus, Ancula, Fig. 163). In some species, on either side of 
the buccal orifice, there is another pair of appendages of greater or 
less length, known as the labial palps. These are found in Trochus 
infundibuluniy Ampullaria, Jeffreysia, CJwristes, among the Strepto- 
neura ; and among the Euthyneura in sundry Pulmonates {Ghndina, 
Limnaea, in which they form a sort of buccal veil, Fig. 107), and 
in Tectibranchs. In addition to the above-mentioned cephalic 
appendages of the adult, the following structures should be noted : 
the cephalic or frontal lobes, situated between the two tentacles 
and consisting of projections of various shape, in many Rhipido- 
glossa and in Fossarus; the dorsal median crest in Olivella and 
Janus; and finally, the pseudopallium, an expansion of the 
cephalic integmnent surrounding the whole shell, with the excep- 
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tion of the summit of the spire, in Stylifer and allied parasitic 
forms (Fig. 20). 

1. The Foot, — This is primitively and normally formed by a 
powerful mass of ventral muscles with a more or less elongated 




Fio. 44. 

A^ Triton varie^fcUum, animal and shell, seen fh)m the right side, a, si phonal notch of the 
shell occupied by the siphonal fold of the mantle-skirt ; b, edge of the mantle-skirt resting on 
the shell ; c, cephalic eye ; d, cephalic tentacle ; e, proboscis or buccal introvert in a state of 
eversion ; /, foot ; g, operculum ; h, penis ; t, under-surface of the mantle-skirt, forming the 
roof of the sub-pallial cliamber. (From Lankester, after Poli.) £, sole of the foot of Hemi/uaiu 
tuba, to show, a, the pore of a pedal gland ; &, median line of the foot. (From Lankester, after 
Souleyet) 

ventral creeping surface (Fig. 44, B). But this primitive condition 
may be modified in relation to different conditions of existence. 
Thus, among sedentary Gastropods the foot is reduced to a simple 
discoidal prominence in such fixed forms as Fermetus (Fig. 45) and 




Fio. 45. 

VermetUB triqvettr, with broken shell ; left-side view, co, columellar muscle ; /, foot ; m, 
mout£ ; o, aperture of the shell ; op, operculum ; ov, eggs ; pa.s, mantle slit ; p.t^ pedal tentacles ; 
Mh, shell. (After Lacaze-Duthiers.) 

Magilus. In Bathysciadium (Fig. 126) the ventral surface of the 
foot assumes the form of a sucker, the central portion of which is 
covered by a thick cuticle, and the circumference is ciliated In 
the parasitic forms Stylifer and lliyca the foot is atrophied and is 
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represented only by a small ventral appendage. Among the free- 
swimming Gastropods we find that in the Heteropods the foot is 
laterally compressed to form a vertical natatory lobe held upper- 
most in swimming (Fig. 142), but in Phyllirhoe it no longer exists as 
a differentiated organ (Fig. 161). In leaping Gastropods, such as 
RosUllaria among the Strombidae (Fig. 46), the foot is also laterally 
compressed, and its ventral surface, if not displaced anteriorly, is 
not flat. In Ilarpa the posterior part of the foot may be cast off by 
a process of autotomy. 

The creeping sole is often divided by a median longitudinal 
furrow; this may be seen in sundry Rhipidoglossa, e.g. Trochus, 
Stomatdla, Phasianella; and in Taenioglossa such as LUtorina and 
Cydostoma : in the last-named genus the two halves of the foot 
contract alternately during progression. A transverse furrow, 
crossing the anterior half of the foot, is found in the Olividae, 
Pomatiopsis, many Auriculidae, Otina, and Cyerce. 

Certain parts of the foot may exhibit special differentiations. 
(1) Its two anterior angles are prolonged into tentacles in Cyclostrema^ 
Valvata (Fig. 132), Clwrisies, OHvelUi, Eolis, etc. (2) The anterior 
margin of the foot may be furnished with a number of small tactile 
papillae as in Trochus, etc., or there may be a small fleshy projection, 
called the mentum, between it and the mouth, below the aperture 
of the supra-pedal gland, as in the Pyramidellidae (Fig. 137), 
Siliqiuiriay Adis, Fernieius. In Capulus there is a little projecting 
tongue-shaped structure above the anterior margin of the foot and 
below the snout, and in Fermetus two symmetrical tentacles are 
present in the same position, on either side of the aperture of the 
supra-pedal gland. (3) In various fossorial Gastropods the whole 
anterior region of the foot is somewhat elevated above the head, 
to form the propodium. This region is distinctly separated from 
the rest of the foot by a constriction in the Harpidae and by a 
transverse furrow in the Olividae. The propodium is particularly 
well developed in the Naticidae, in which it is reflected over the 
whole cephalic region to form a powerful digging organ (Fig. 47). 
(4) The lateral margins of the foot are expanded to form fins or 
parapodia in certain Olividae, and particularly in a number of 
Opisthobranchs, as, for example, in Gastropteron, Acera, etc. ; among 
the Bullidae, the Pteropods, Aplysia, etc. In Notarchis these two 
lobes are united above the body in such a manner as to form a 
muscular sac open in front, but closed behind and at the sides. By 
forcibly expelling water through the anterior aperture, the animal 
makes use of the sac as an organ of locomotion. (5) The posterior 
region of the foot is often separated off as a distinct operculigerous 
lobe, as may be seen in the Strombidae (Fig. 46), Xenaphorus 
(Fig. 134), and the Atlantidae (Fig. 141). In some Marginellidae 
there is a posterior dorsal discoid lobe. In Nassa and in allied 
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forms the posterior extremity of the foot bears a pair of tentacles 
which are sometimes bifurcated, and in Phos there is a single filament 
in this position. In Pterotrachea the foot terminates posteriorly in 
a long filiform contractile appendage, bearing several annular vari- 
cosities. In Cymhulia the posterior lobe of the foot also ends in a 
long whip-like appendage. (6) On the sides of the foot, at about 
the middle of its height, there is often a ridge, the epipodium, 
extending from the head to the posterior end of the foot This 
ridge is specially well developed in various Rhipidoglossa (Fig. 1 30, 
A^III), and may bear appendages of greater or less length, sensory 
organs, and pigment spots, the last-named, however, showing no 
trace of the structure of eyes. The anterior part of the epipodium 





Fio. 46. 

RasUllaria rectiroUriSj aoiiual and Mhell, right-side view, a, snout or rostrum ; b, cephalic 
tentacle ; c, eye ; rf, anterior part of the foot ; e, posterior (operciiligerous) part of the foot ; /, 
■operculum ; A', anterior canal of the shell, occupied by the pallial siphon. (From Lankester, 
after Adams.) 

generally forms a cervical lobe, which exhibits a characteristic 
asymmetry in certain Trochidae. The epipodium is found also 
in Litiopa, the Rissoidae, Naiica^ Janthina, etc., and a portion of 
it is represented by the cervical lobes in Paludina, Ampullaria, 
and Calyptraea. 

The surface of the foot is normally furnished with a large number 
of unicellular mucous glands, and very often these cells are specially 
accumulated in invaginations of the integument, distinguished as 
pedal glands. The most important of these invaginations are — (1) 
The anterior groove of the foot (Fig. 144, IV), into which open the 
so-called labial glands : it is often continued into a fairly long canal. 
This anterior pedal gland is very generally present in the aquatic 
creeping species of Streptoneura and Opisthobranchs ; it secretes 
the mucus which lubricates the surface of the foot, and is auxiliary 
to creeping whether it be on the bottom of the sea or on the 
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surface in a reversed position. (2) The supra-pedal gland opens in 
the middle line between the snout and the anterior border of the 
foot. It is most commonly found in sessile Streptoneura (VermetuSy 
Hipponyx) and in terrestrial forms such as Cydostoma and the 
Pulmonata. It is often very deep, and extends for nearly the 
whole length of the foot : its walls are thrown into folds and are 
ciliated ventrally in the majority of the Pulmonates. (3) The 
ventral pedal pore, situated in the middle line in the anterior 
moiety of the foot, is the aperture of a more or less extensive and 
often ramified cavity into which the glands of the sole or the pedal 
glands properly so called pour their secretion (Figs. 44, B ; 144, I). 
This organ is comparable with the byssogenous gland of Lamelli- 
branchs (Fig. 197), and. is found in the following genera: in 
Cydostoma, in which it is composed of multiple tubules ; in Cypraea, 
Hemifusus (Fig. 44), Cassis, and a large number of Rachiglossa and 
Toxiglossa, viz. in the Fasciolariidae, Turbinellidae, Nassa, Murex, the 
Olividae, Marginellidae, and Conidae (Fig. 144). Its opening was 
formerly mistaken for an aquiferous pore. (4) The posterior mucous 
glands may be either dorsal or ventral in position. The former are 
characteristic of terrestrial Gastropods, such as the Pulmonates and 
certain Gyclostomatidae, in which they are often surmounted by a 
simple or multiple horn-shaped protuberance (Orpiella, Pledrophorus, 
DermcUocera), The ventral posterior glands are simple localisations 
of the dermic glands, and occur in various Opisthobranchs ; they are 
not sensibly invaginated in the Pleurobranchidae and Pleuro- 
phyllidae, but are invaginated and form a long canal in Gastropteron, 
The product of secretion of the pedal glands in many cases solidifies 
on contact with the air or water and serves for the suspension of 
the animal. In some species of Limax, Liiiopa, Centhidea, etc., it 
assumes a filamentous form ; and in both sexes of Janthina, whether 
viviparous or not, it is filled with air-bubbles and forms a float, 
covering the ventral surface of the foot, beneath which the animal 
is suspended (Fig. 135). 

The ventral border of the flattened and fin-like mesopodium of 
the Heteropoda exhibits, in the male at any rate, an invagination in 
the form of a sucker (Figs. 141, 142, c?'). A similar sucker exists 
on the ventral or pedal area of some species of Phyllirhoe, but in no 
Gastropod does the foot exhibit an aquiferous pore, in the sense 
formerly attached to this term. In some forms, however, and at 
all events in the Naticidae, there is a system of aquiferous spaces in 
the foot ; these spaces are completely separated from the circulatory 
apparatus and serve to distend the foot (Fig. 47, VIII) in the action 
of burrowing in the sand or mud. 

The foot often bears on its posterior dorsal aspect a solid 
sclerite, known as the operculum, which, on the retraction of the 
animal, serves to close the aperture of the shell. The operculum 
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is sometimes borne on a differentiated portion of the foot as in 
Xenwplwrus (Fig. 134), Ptei'oceras (Fig. 75), Atlanta (Fig. 141), or on 
a distinct expansion, which in Natica is reflected over a portion of 
the shell. Aii operculum is present in almost all adult Streptoneura, 
the exceptions being the Docoglossa, the Fissurellidae, the Haliotidae, 




Fio. 47. 

Naiioa josephina^ fully expanded ; right-side view. I, exhalant orifice ; II, propodiam ; III, 
pari; of propodium reflected on the shell ; IV, tentacles ; V, shell ; VI, posterior pari; of foot 
reflected on the shell ; VIII, hind-part of the foot. (After Schiemenz.) 

Gena^ Stomatia, the Proserpinidae, Calyptraeidae, Capulidae, Hip- 
ponycidae, Cypraeidae, Doliidae, Marginellidae, Harpidae, the 
majority of the Mitridae, many Cancellariidae and Gonidae, Oliva, 
the Janthinidae, etc. But in all these cases, with the exception of 
the larva of StylifeTy an operculum is present during development. 




Operculum of Oxygyrvu^ x 80, external aspect a.«, attachment surface ; m, nucleus of the 
oi^>ercular spire. 

as may be seen, for example, in the Patellidae, FissureUa, Cali/ptraea, 
Janthina, Carinaria, etc. The naked Streptoneura, Entoconchay 
ETderoxenoSy Pterotrachea, Firoldda also have an operculated shell 
in the larval stage of development. Among the Euthyneura, on 
the other hand, only Adaeon and Limacina among the Opistho- 
branchs, and Amphibola among the Pulmonates, possess an oper- 
culum in the adult stage, but the great majority, even of the naked 
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forms such as the Nudibranchs, the Cymbuliidae, and PleurobranchuSy 
are provided with an operculated shell during their development, 
the only exceptions being some highly specialised forms, e,g. the 
Pulmonates (excepting the Auriculidae, Siphonariidae, and On- 
cidiidae, which have an operculum during development), Ruricina, 
Cenia, and of the " Pteropods," the Cavoliniidae and Gymnosomata. 
An operculum may be present or absent in the adults of the 
same genus, as may be Been in Stomatella^ VeiTnetuSy Foluta, Alitra, 
PleurotomUj and Conus, It may be absent in certain individuals of 
the same species as in Voluiharjpa ampullaceu^ or it may be normally 
caducous in aged individuals 
as in Limadna antardica and /^"*^*\ 

L, helicina. The composition 
of the operculum varies very 
much in the different groups 
of Gastropoda. It is com- ffj^i^r ^v.^\. ^ ^^am Qfi 




Fio. 49. 

Limadna anUvrdica^ young 
specimen with the opercalum 
in situ. /.<p, false Hpire ; op, 
operculum. 




Fio. 60. 

Oyclostrema decussatum. Shell and oper- 
culum (^op). 



monly horny, or it may consist of a horny plate covered by a thin 
calcareous layer, as in Liotia among the Delphinulidae and Cistvla 
among the Cyclostomatidae; or, finally, it may be completely calcified, 
as in the Turbinidae, Phasianellidae, Neritidae, etc. Its conformation 
is originally spiral, and in this case the spire is always inverse to 
that of the shell, even in the Atlantidae (Fig. 48), except in certain 
cases of hyperstrophy described below. It may, however, be con- 
centric, imbricated, or scaly (Strombidae, Fig. 75, op), and it maybe 
furnished with lateral apophyses as in Neritina, Eissoina, and Stiva, 
Some non-operculate testaceous Gastropods, as, for instance, many 
stylommatophorous Pulmonates and some species of Planorbis, 
secrete glutinous or calcareous epiphragm which closes the mouth 
of the shell during hibernation or aestivation. In Hipponyx the 
foot secretes a calcareous plate by means of which the animal 
fixes itself to the substratum. 

2. Visceral Sac, Mantle, and Shell. — The mantle normally covers 
the whole of the visceral sac and projects all round it, leaving only 
the head and foot projecting on the ventral side. On the anterior 
or on the lateral aspect, or exceptionally on the posterior aspect, as 
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in the Cavoliniidae and Cymbuliidae, there is a space left between 
the mantle and the body, constituting the pallial cavity. This 
pallial cavity has a situation opposite to that which it occupies in 
other Molluscs (Fig. 22), due to the torsion which the Gastropod 
body undergoes towards the end of its development. 




FiQ. 61. 

Three larvae (veligers) of Trochus, during the process of torsion, viewed froia the right side 
of the shell. A. nearly symmetrical larva ; B, a stage 1 J hour later than A; C,& stage 3^ hour* 
later than B. /, foot ; op, operculum ; pa.c, pallial cavity ; ve, velum. (After Robert.) 

The process by which this torsion is brought about may be 
referred, on ultimate analysis, to a morphological phenomenon 
common to the Cephalopods (Fig. 119, D), Scaphopods (Fig. 119, B), 
and Lamellibranchs (Fig. 119, C), as well as to the Gastropods. 
This phenomenon is the ventral flexure which takes place in an 
anteroposterior sagittal plane, about a transverse axis situated at 




Fio. b2. 



Diagram of the torsion of the visceral commissure in the Streptoneura seen from the buccal 
side. A, before the torsion, wh(»e direction is indicated by the arrow ; B, after the torsion, 
a, anus ; ab, abdominal ganglion ; ce, cerebral ganglion ; i.if infra-intestinal ganglion ; m, 
mouth ; pa.c, pallial cavity ; «.i, supra-intestinal gauglioiL 

right angles to the main antero-posterior axis of the animal, and results 
in the approximation of the two ends of the digestive canal. As 
a consequence of this flexure, the visceral mass and shell, which were 
originally saucer-shaped, become thimble-shaped, or are produced 
into a more or less pointed cone, and during the flexure there is a 
simultaneous coiling of the visceral sac and the shell covering it in 
a dorsal or anterior direction, so that an exogastric coil is produced, 
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aa may be seen in the Pateilidae, Fissurellidae, and Trochidae 
(Fig. 51, A). This disposition of the shell is the same as that which 
obtains in other Molluscs with coiled shells (Nautilidae, Fig. 270), 
but without lateral torsion. But in Gastropods, during the com- 
pletion of the metamorphosis, there is a lateral torsion subsequent 
to the primitive ventral flexure, as a result of which the originally 
dorsal or exogastric shell becomes ventral or endogastric (Fig. 51, C). 
This lateral torsion is causally connected with the growth of the 
ventral creeping surface, which primitively was very short, but 
eventually increases in length, and in so doing tends again to 
remove the pallial opening, and with it the anal and renal orifices 
and the respiratory organs, away from the head. The approxima- 
tion of these organs to the head is therefore necessarily effected by 
a lateral torsion in a plane perpendicular to the primitive ventral 
flexure ; that is to say, about a dorso-ventral axis situated in the 
same median sagittal plane as the antero-posterior axis. It is this 

second lateral torsion, then, in- 
^ ^ — - - volving all the organs contained 

in the shell — the cephalo- pedal 




pJCit. 



Flo. 58. 

Four stages of the development ofa Gastropod, 
showing the process of the body - torHion. A^ 
embryo without flexure ; By embryo with ventral 
flexure of the intestine ; C, embryo with ventral 
floxure and an exogastric shell ; /), embryo with 
lateral torsiou and au endogastric shell (tlie 
arrows indicate the direction of the torsion). 
a, anus ; /, foot ; m, mouth ; ipa^ mantle ; ^ga.c^ 
pallial cavity ; w, velum. (After Robert.) 




Fio. 64. 

Scisnirella lyttdtontnsis^ out of its 
shell, dorsal aspect I, snout ; II, right 
tentacle; III, pallial slit; IV, right 
gill ; V, rectum ; VI, gonad ; VII, left 
kidney ; VI 1 1, left half of the columellar 
muscle ; IX, left gill ; X, left eye. 



mass being supposed to be fixed or vice versa — which brings the 
pallial aperture and the anus from a posterior to an anterior position 
(Fig. 53). 

During this lateral torsion the following changes are necessarily 
produced in the original organisation of Gastropods: — (1) The 
anus being carried forward along one side of the animal, the 
organs situated on either side of this orifice change their relative 
positions ; those which were morphologically on the right become 
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topographically on the left side, and vice versa, (2) The visceral 
commissure, while maintaining its position in respect to the 
digestive canal, becomes twisted (Fig. 52) in such a manner that 
its right moiety with its ganglion passes over to the dorsal side of 
oesophagus (Fig. 57), and is therefore called supra-intesiinal, while 
the left moiety passes under the oesophagus towards the right side, 
which explains the name infra-intestinal given to this portion of 
the commissure and the nerve-centre borne on it. (3) The 
original symmetry of the organisation disappears. The anus 
does not remain in the centre of the pallial cavity, but is dis- 
placed towards the right side. The organs situated on the topo- 
graphically right — but morphologically and originally left — side 
atrophy {Pleuroiomaria, Sdssurella, etc.), and eventually disappear. 
An essential feature of the asymmetry of Gastropods is the atrophy 
or disappearance of the topographically right (morphologically left) 



Fig. 55. 

Trochus ciiurarius, heart and 
kidneys, dorsal aspect (some- 
what schematic). I, left renal 
pore; II, right renal pore; III, 
right kidney; IV, papilla with 
the common opening of the iwri- 
canlium and of the gonad into 
the right kidney ; V. riglit reno- 
pericardial duct; VI, anterior 
part of the gonad; VII, right 
auricle; VIII, ventricle; IX, 
pericardium ; X, left auricle ; 
A I, left i-eno-pericardial orifice ; 

XII, branchial efferent vessel; 

XIII, left kidney ; XIV, r«ctum ; 
XV, gill. 



half of the circumanal complex, involving the ctenidium, auricle, 
osphradium, h3rpobranchial gland, and kidney. In forms with 
situs inverms, or, as they are generally called, sinistral forms, the 
phenomenon is reversed : the organs of the left side are preserved, 
those of the right side atrophy or disappear. In dextral Gastropods 
the only structure found on the topographically right side of the 
rectum is the genital orifice. But this is not an original organ. 
It is wanting in forms which, like Fleurotoiiiaria, Haliotisy etc., have 
preserved the maximum of symmetry. Moreover, in the most 
primitive stage of organisation, the gonads opened into the kidneys. 
As soon as the asymmetry makes its appearance, even while there 
are yet two kidneys, the genital products are conducted only into 
the right kidney (Patellidae, Trochidae, Fig. 55, Fissurellidae). 
Consequently the right kidney cannot disappear altogether, but 
persists in part as the gonaduct. The latter structure, therefore, 
is the remains of the topographically right kidney, a view which 
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has been confirmed by the study of the embryology of Falvdina. 
(4) The coil of the visceral sac and shell becomes endogastric. 
Originally these structures were coiled dorsally or, in other words, 
were exogastric (Fig. 53, C), but as a result of a rotation through 
an angle of 180°, the coil necessarily becomes ventral or endo- 
gastric (Fig. 53, D). Most usually, however, the coils of the 
visceral sac and shell do not remain in the same plane, but the 
summit of the spire gradually comes to project on the side which 
was originally left, but which at the end of development is finally 
and topographically right (Fig. 44). Thus a spiral coil is formed 
which has the advantage of giving a more compact form to the 
shell and its contents, and of diminishing its diameter. In those 
forms in which the torsion and asymmetry is dextral, the coil of 
the spire is conformable since it also is dextral ; that is to say, it 
follows the direction of the hands of a watch if the shell is viewed 
from the summit of the spire (Figs. 47 and 132, etc.). Nevertheless, 
the coil of the shell is by no 
means the cause of the torsion ; 
both are foreshadowed in the 
segmentation of the ovum, in 
which there is a complete reversal 
of the direction of the cleavage 
planes in sinistral as compared 
with dextral Grastropods. The 
apparent direction of the coil, 
however, may be changed by a pro- 
cess of hyperstrophy (see below, 
p. 82), and finally the coil of the 



Fio. 67. 

Nervous avstem of Actaeon toma- 
tilis, in silUj doraal asiiect, 1, buccal 
gland ; II, buccal mass ; III, cerebral 
ganglion; IV, infra - Intestinal part 
of the visceral commissure, with a 
small pallial ganglion ; V, infira- 
intestinal ganglion ; VI, right sali- 
vary gland ; Vll, abdominal ganglion 
and genital nerve ; VIII, oesophagus ; 
IX, supra - intestinal part of the 
visceral commissure ; X, supra- 
intestinal ganglion. 





FiQ. 5«. 

Shell of a very young PateUa 
wlgaia, viewed from the right 
side, X 25. <p, apical spire. 



visceral mass and spire may disappear in the adult, leaving the in- 
ternal torsion and asymmetry unaltered, but producing a secondary 
external symmetry, as in the Patellidae (Fig. 56), Fissurellidae, etc. 
(5) By detorsion, or movement in a contrary direction, the anus 
and circumanal complex (with the exception of the male or herma- 
phrodite genital aperture) may be carried back to a posterior posi- 
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tion. This tendency to detorsion may be observed in exceptional 
cases among the Streptoneura (Pterotrachea, Fig. 143), but it is 
specially characteristic of the whole group of the Euthyneura, lead- 
ing to the unt^visting of the visceral commissure, which, in this 
group, is obviously twisted only in Actaeon (Fig. 57). When detorsion 
is carried to its extreme limit as in Pierotrachea, it is accompanied 
by a reduction or disappearance of the mantle and visceral sac and 
opisthobranchialisHL In the least specialised Opisthobranchs and 
Pulmonates the detorison is not complete, and the pallial aperture is 
carried only to the right side (Figs. 1 48, 67) ; but in the most specialised 




Philine aperta^ ventral aiipect. a, anus ; Oncidiella paMloidei^ ventral aspect, an, 

/, foot; g, gill; glj, glandular fossa; 9.0, anus; gl^ tentacular gland; 0, mouth; 04^ 

genital oriflce (seen through the foot) ; JL'.o, feoiale oriflce ; o.fn, male orifice ; p, foot ; pa. 

renal pore ; o», osphradium ; pa, inferior nmntle ; pas, pulmonary oritlce ; n.p, lateral 

pallial lobe. (After Guiart.) groove ; (e, tentacle. 

forms the anus and the pallial cavity (if the latter is retained) are 
moved back to the posterior extremity of the body, as in Philine 
(Fig. 58), Aplfjsia (Fig. 154), Doridomorpha (Fig. 79), and many other 
Nudibranchs, such as Janus, Aldnid, LimapoTitia, and Cenia; and 
among Pulmonates in Testacdla^ Vtujinula (Fig. 179), and Oncidium 
(Fig. 59). In this manner a secondary external symmetry is re- 
established. The detorsion of the organism is complete in the 
Tectibranch Cavoliniidae (" straight Thecosomatous Pteropods ''), in 
which one may recognise a torsion of 180'' in a direction opposite 
and equal to that of the original torsion, the result of which is that 
the genital duct is twisted round the alimentary canal and the 
pallial cavity is shifted to the ventral surface (Fig. 60). It should 
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be noted that in those Euthyneura which are detorted in the adult 
condition, the primitive torsion is manifest in the course of develop- 
ment, and in the larvae the pallial cavity is anterior and dorsal, the 

anus anterior, just as is the 




case in an adult Streptoneura 
(Fig. 61). 

The pallial cavity normally 
contains the apertures of the 
anus and the renal ducts ; and, 
as it also contains the ctenidial 
branchiae, together with their 
sensory organ, the osphradium, 
it constitutes the respiratory 
cavity. There is, in addition, 
between each branchia and the 
rectum a more or less dif- 
ferentiated glandular region 
known as the hypobranchial 
gland or pallial mucous gland 
(Figs. 75 and 85), which is 
characteristic of aquatic species. 
Two such glands are found. 



Fio. 00. 

Clio striata, removed from its shell, with 
the head above, right-side view, a, anns ; 
a,g.g, accessory genital glands ; /, foot (pos- 
terior lobe); Jl, left fin (the right one is 
cut awav) ; gg, gonad ; h, heart ; h.o, her- 
maphrodite orifice ; k, kidney ; Zi, liver ; m, 
mouth ; m.o, male orifice ; m.p, mastica- 
tory stomachal plate; 71.5, central nervous 
system ; oe, oesophagus ; pa.c, pallial cavity ; 
pa,g, pallial gland ; pf, i)enis ; spo, sperm- 
oviduct ; St, stomach ana bile-duct ; t, right 
tentacle. 




Fio. 61. 

Veliger of Eolis (Galvina) picta, 
ventral view, a, anus; e, riglit 
eye; /, foot; in, intestine; k, 
kidney; l.li, left liver lobe; m, 
mouth ; op, operculum ; ot, right 
otocyst ; pa.c, pallial cavity ; r.li, 
right liver lobe ; r.mt*, retractor 
muscle ; st, stomach ; ve, velum. 



one on either side of the rectum, in various Rhipidoglossa, such as 
Pleurotomaiia (Fig. 127), Haliotis, Turbo, etc., but only one, namely, 
that of the left side, in the majority of aquatic Gastropods with a 
well -developed mantle. This glandular organ becomes median 
and nearly symmetrical in the Cavoliniidae (Fig. 60) and the 
Cymbuliiclae. 
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The pallial cavity is largely open in the Streptoneura ; its orifice 
is narrower in the Tectibranchs (Fig. 1 48, IV), and is much reduced 
in the Pulmonates (Figs. 67 and 177), as the result of the almost 
complete fusion of the mantle border with the neck. 

The mantle border projects somewhat beyond the shell that 
covers it, and may be furnished Avith little tentacles, with glands 
and pigment spots. The border is not continuous in the most 
archaic forms, but presents in the median line, or at a neighbouring 
point morphologically equivalent to the median line, a more or less 
deep longitudinal slit, as may be seen in the Pleurotomariidae (Figs. 
54, 127, and 128), in Emarginula^ and Scutum, This slit corresponds 
in position with the extremity of the rectum, and admits of a more 
rapid expulsion of the excrements and the respiratory fluid. The 
edges of the slit may fuse together at one or more points, leaving 
one or more orifices in the mantle and in the shell on the dorsal 
side of the pallial cavity (Fig. 62), as in Fisswrella^ Pundurellay and 
Haliotis, An analogous slit is also present in Siliquaria and Fleuro- 
toma. In the female Vermetus 



there is a median slit in the 
border of the mantle (Fig. 
45), but no corresponding 
fissure in the shell ; in this 



fr^ 





Sehismope lacuni/ormis, seen 
from the umbilicus, a, aperture 
of the shell; /, foramen; «, 
umbilicus. (After Watson.) 



Fio. GS. 

Limacina antordico, removed from its 
shell, dorsal aspect, au, auricle; gl.pa, 
pallial gland ; go.se^ seminal groove ; iia, 
right fin ; pa, mantle ; r, kidney ; te.d, right 
tentacle; te.flr, left tentacle; ve, ventncle 
of heart. 



case the mantle slit admits of the fixation of the eggs to the 
internal wall of the shell, to which they remain attached up to the 
time of hatching. 

At the left or anterior corner of the pallial aperture the mantle 
edge is often produced into a tube with a ventral slit (Fig. 99, XV) ; 
this tube or siphon serves to admit water into the pallial ca\aty. 
A siphon exists only in specialised Streptoneura ; it is but slightly 
developed in the Cerithiidae, is rather larger in the Strombidae 
(Fig. 75, si), and attains its greatest dimensions in the Cassididae and 
Doliidae and in all the Rachiglossa and Toxiglossa In the Volu- 
tidae the siphon is furnished with an internal appendage. Amput- 
laria also possesses a long siphon, which may serve either for 
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pulmonary or for branchial respiration. On the right side of the 
pallial opening the mantle border sometimes bears a tentacle, as in 
Falvata (Fig. 132), O/tm, Strombus^ Acera^ and Gdsiropieron, In 
Adeorbis there are two such tentacles (Fig. 133). In many Tecti- 
branchs the mantle edge at the right side of the pallial opening 
bears a large inferior pallial lobe (Fig. 148, I), which forms the 
'* balancer" in the Thecosomata. This lobe is also found in the 
basommatophorous or aquatic Pulmonates, and in some species of 
this group it is converted into a pallial branchia (Figs. 89 and 175). 

The dorsal surface of the mantle secretes a shell, formed of a 
single piece, which necessarily reproduces the form of the mantle, 
or rather of the visceral sac contained in the mantle. As the 
visceral sac is always coiled (even in forms with conical shells like 
the Patellidae and Fissurellidae and in the various Gastropods which 
are naked when adult the visceral sac is coiled during develop- 
ment), it follows that the shell is also coiled. The curvature of the 
coil, or conchospiral, is, generally speaking, a logarithmic spiral. 
The spire, that is to say, the totality of the whorls, with the excep- 
tion of the last formed, may be excessively prominent, as, for 
example, Terebi'a, Turriiellay Turbonilla, certain Cerithiidae, etc., or 
may exhibit every possible disposition, until the prominence dis- 
appears and the shell becomes discoid al as in Planorbi.% Atlanta 
(Fig. 141), etc. 

The various whorls of the spire are normally contiguous, but 
it occasionally happens that, after a certain number of turns, the 
visceral mass and the shell appear to uuroll more or less completely, 
and to continue their course either in a much looser s])iral or in a 
slightly curved line, or even in a nearly straight line (Vcrmdus, 
Fig. 45, Magilus, Cydoswus^ Caecum, Fig. 68). The extremity of 
the last whorl may also form a certain angle with the direction of 
the preceding whorls, as, for example, in certain helicomorphous 
Pulmonates (Anostoma), 

The coil, commencing from the initial point of formation or 
summit, is dextral when the shell, held with the summit towards 
the observer, has the mouth or aperture below and to the right. 
It is sinistral when, under the same conditions, the aperture is to 
the left. Dextral shells are much more common than sinistral. 

This direction of the coil, when it is not obscured by " hyper- 
strophy,*' is conformable with that of the asymmetry of the organ- 
isation ; that is to say, a sinistral coil corresponds completely to the 
situs inversus viscerum of a dextral Gastropod. This situs inversus 
may be seen in the genera Tiifoiis, Laeocochlis, Adaeonia, Blauneria, 
ClausUiOy Physa ; in certain species of the genera Fitlgur, Neptunea, 
BidimuluSy Helider, Vertigo, Ariophanta (Nanina), Ancylus, Diphm- 
matina ; and in some teratological individuals of Buccinum undatum, 
lAttorina littoredy Neptunea antiqua, Lirnnea stagnalis (in which the 

6 
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monstrosity has been sometimes fixed by heredity), Helix^ Arion, and 
various other Pulmonates. There are, however, forms in which the 
coil is hyperstrophic : in this case the whorls which form the spire 
are very slightly prominent ; the spire becomes flatter and flatter, 
and finally becomes concave and is transformed into a false umbilicus. 
At the same time the part corresponding to the umbilicus (the 
cavity opposite to the spire) of normally coiled forms becomes 
prominent and constitutes a false spire. The coil then appears to 
be sinistral, although the asymmetry of the organisation remains 
dextral, as, for example, in Lanistes and the coiled thecosomatous 
Pteropods, in which the opercular spiral follows the same direction 
as the apparent spire of the shell (Fig. 49) ; or reciprocally in 
PlanorbiSf especially in individuals which are scalariform or terato- 
logically unrolled, such as Choanomphalns and Pompholyx (Fig. 64). 
Finally, it may sometimes be observed that the spiral in which the 
coil is formed insensibly changes its nature or its apparent direction 
after the first larv^al whorls are completed. This is the pheno- 




Fio. 04. 

Paasage from a sinistral orthostrophic form (a) to a pseudo-dextral hyperstrophic one (6) ; 
tlie heart is indicated iu black, in order to show the constancy of the siuistral organisation. 
(After J. W. Taylor.) 

menon of heterostrophy, in which the spiral from being negative 
eventually becomes positive ; that is to say, the coil that was at 
first hyperstrophic becomes finally orthostrophic. Examples of 
this phenomenon are Solarium (the larval shell of which has been 
called Ag(uiina\ Mathilda^ the Pyramidellidae (Fig. 65), MelampuSy 
and various BuUidae. 

The line along which two successive whorls of the shells cease 
to be in contact with one another is the "suture." The portion of 
the shell separating the successive whorls of the visceral spire may 
be resorbed in certain cases (many Auriculidae, some Neritidae, 
Oypraea^ OliveUuy etc.), resulting in the concrescence of the whorls 
of the visceral sac, or even in the suppression of its coils, as may 
be seen in several species of the genus Auricula (Fig. 67). On 
the other hand, the animal may desert the first whorls of the coiled 
shell, and cut itself from them by the formation of a transverse 
partition or septum: this operation may, in certain cases, be 
repeated several times, e.g. Ferjiietus, Turriiella, Caecum (Fig. 68), 
Trunmtella, Triton (Fig. 66), Cuvienivciy etc. In the families 
Cylindrellidae, Stenogyridae (Eumina decollata), and Pupidae, and 
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in the genera Tnincatellaj Ceiithvlea, Caeomi, and Cuvierina, the 

portion of the shell beyond the septum may be truncated and lost, 

or the first whorls may be filled up by a calcareous deposit as in 

Magilus. In the conical shell of various Capulidae (Taenioglossa), 

Zeidura, and Sepfai-vi (Rhipido- 

glossa) and Latia (Basommato- B A 

phora) there is an incomplete 

internal septum, corresponding 

to the interior margin of the 

aperture, which has become 




Fio. 6i). 

Section of tlie sliell of Tiitnn. o, apex', 
a.r, anterior canal (or siphon) of the aperture 
of the shell (a.c to p.c, aperture of the shell) ; 
p.c, posterior canal of the aperture ; s, 
sutures of the whorls ; w, whorls of the 
shell ; occupying the axis, and exiMsed by 
the section, is seen the ••columella" or 
spiral pillar. The upper whorls of the 
shells are seen to be dividetl into sejjarate 
chambers by the formation of successively 
formed ••septa." (From Lankester, after 
Owen.) 




Fio. 65. 

Odnntomla dip^ycha. A, the entire shell, 
soen from the aperture side ; /?, the hetero- 
Htrophic Rytex, more mugnilied. (After 
Watson.) 




*1«.m 



Fio. 67. 

Auricula (Alfjria) bitlcntata, removed 
ftom its shell, ventral aspect. /, foot; in, 
intestine ; k, kidney ; l.p, labial palp ; «/, 
mouth ; m.gl, itallial gland opening into the 
pallial cavity ; j-o, mantle ; p.n, pneumo- 
sloine or pulmonary orilice; tf, posterior 
tentacle ; te', rudimentary anterior tentacle ; 
ri.m, visceral mass, whose different whorls 
are fused togetlier. 



prominent. In certain genera this septum is folded into the shape 
of a trumpet, the ciivity of which affords a lodgment for a pro- 
jection of the posterior part of the foot (Crucibulum, Fig. 69). In 
the last whorl of the shell of Clausilia there is an accessory piece, 
the clausilium, attached to the columellar axis by an elastic 
support : this piece closes the mouth of the shell when the animal 
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is retracted, but is pushed back against the axis when the animal 
is extended. 

The Gastropods are attached to their shells by the columellar 
muscle (Fig. 45, co\ and withdraw themselves into their shells by its 




Fio. 08. 



' Ckieaiiii. ^, entire shell, lefl-aiJe view, o, aperture ;.<»•, sei)ta ; s;^ spiro. (After de Folin.) 
B, animal witli truncated shell. '•, eye;/, foot; »», mouth; op, ojierLMiliim ; sp, sei>tuni ; tr, 
tenUcle. (Alt^r Plate.) 

contraction. This muscle is symmetrical and horseshoe-shaped in 
species with conical shells {Patellu, Septaria, Capxilus, etc.), but in 
other species it is asymmetrical. It is oval in Ilaliotis^ and its 
insertion on the columella is nearly linear in coiled forms. The 





Fio. 60. 

Shell of Cruribnlum, seen from below, showing 
the inner whorl 6, concealed by the cap-like out«»r 
whorl, a, (From Lankester.) 



Fio. 70. 

Cypraea euiO}mfa, dorsal 
view, X 3. /, ffX)t ; mn, 
mantle ; sh, ahell ; s-i, 
I>allial siphon ; t, tentacle. 



power of this muscle is often considerable : in Patdla valyata it can 
resist a traction of fifteen kilograms. The columeUar muscle is 
naturally absent in forms without shells (Nudibranchs, Oncidium^ 
Vaginula), but is present in Testacella. 

3. Oi'igin of Naked Forms. — In many cases the borders of the 
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mantle are reflected over the shell and cover a greater or less part 
of its external surface. This condition is found in various Fissurel- 
lidae {FissureUidea)y in Marseniiia, in many Cypraeidae (Fig. 70) and 
Marginellidae, in Pyi'ula(Fig. 71), Aplysia (Fig. 154), many Bullidae, 
and various Pulmonates, such as Vitrina, Parmarion, Ilemphilia, 
HomalonyXy Amphipeplea, etc. The portion of the internal surface of 
the mantle that has thus become external may bear more or less well- 
developed and ramified appendages (Cypraea), and the other surface 
of the reflected mantle may sometimes secrete an external coating 
of enamel over the portion of the shell to which it is applied. The 
borders of the mantle, extending more and more over the shell, 
may finally meet, unite, and thus form a closed sac containing the 




I 



Animal and sliell of Pyrula loevintita, seen from al)Ove. o, siiilion ; h, head-tentacles ; ( , 
head ; d, foot, expjinded as in crawling ; /t, the mantle-skirt reflected over the sides of the 
shell. (From Ijankester, aRer Owen.) 

shell, which, together with the visceral sac contained in it, sufters 
a diminution, or even an almost complete disappearance, of its 
spiral form, so that the animal appears to be quite naked. This 
condition may be seen in Pupilia among the Fissurellidae, in the 
majority of the Lamellariidae, in Piusfularia among the Cypraeidae, 
in many Tectibranchs, such as Notarchtis, Doridiiim, Gastropteron, 
Philine, Phurohranchus, and in sundry limaciform Pulmonates. In 
some cases the shell-sac remains in communication with the exterior 
by means of a fine ciliated canal, situated at the posterior end of 
the body (Philine, Doridium), In the Tectibranchs the internal 
shell is often very slightly calcified, and at the same time the 
pallial cavity becomes more and more reduced. Finally, the shell 
and the shell-cavity disappear, leaving the mantle absolutely naked 
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and without a spiral coil. At the same time there is a return to a 
secondary external symmetry. This phenomenon may be seen in 
the Titiscaniidae, Pterotrachea (Fig. 143), Runcina^ Phyllaplysia, the 
gymnosomatous " Pteropods" (Fig. 84), the Cymbuliidae (Fig. 151), 
Plmrobrandiaea (Fig. 157), the Nudibranchs (Figs. 160, 161, etc.), 
the Philomycidae, the Oncidiidae (Fig. 59), and the Vaginulidae 
(Fig. 179). In these cases, excepting Cenia and Runcina, the shell 
exists only during development, and falls off at the close of larval 
life. As a rule, the pallial cavity is reduced at the same time 
{Pterotrachea, Pleuroh'anchaea, Gastropteron), or it may disappear 
together with the ctenidium, and the external surface of the dorsal 
visceral envelope may give rise to various appendages such as the 
cerata or dorsal " branchial " papillae of Nudibranchs (Fig. 160, A, c) 
and the terminal branchia of the Gymnosomata (Fig. 84, VII). In 
one instance in which the larval shell is caducous a second per- 
sistent shell is formed, covered by the mantle : such is the case in 
Laraellaria, whose primary shell is covered with spines, and was for- 
merly believed to belong to another animal to whicb the name of 
Ecliiixospira was given. 

In parasitic Gastropods the naked condition of the adult is the 
result of an essentially similar process, but the shell is covered over 
by a cephalic expansion known as the " pseudopallium " (Fig. 20,^5). 
Finally, the nudity of certain "Heteropods" (Pterotracheidae) is 
due to the progressive reduction of the visceral sac and the dis- 
appearance of the mantle. In many Gastropods that are naked in 
the adult condition calcareous spicules of some size are developed 
in the sub-epithelial conjunctive tissue of the mantle, e,g. in the 
Pleurobranchidae and in Doridomorpha, the Hedylidae among the 
Nudibranchs. In the Cymbuliidae (Fig. 151, II) the sub-epithelial 
connective tissue gives rise to a pseudo- conch. 

II. Anatomy. 

1. The Alimentary Canal. — This comprises, in the various forms 
of Gastropods, a buccal cavity connected by the oesophagus with a 
stomachal cavity, and an intestine properly so-called, the last-named 
being tolerably long and coiled. The buccal cavity and the 
oesophagus are of ectodermic origin, and taken together form 
the fore gut. The buccal cavity normally opens at the extremity 
of the head, which generally has the form of a cylindrical snout 
slightly inflected towards the ventral surface (Fig. 130, VI). In 
many cases, however, the opening of the buccal cavity is carried 
backward by the development of an invagination of the pre-oral 
integuments, and thus an apparent mouth is formed which is not 
morphologically equivalent to the true mouth, the latter being 
carried to the anterior extremity only by an evagination of the 
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tegumentary ingrowth, which in this manner gives rise to a 
proboscis. When this extensible proboscis is evaginated the 
oesophagus forms its interior lining; when it is invaginated the 
oesophagus forms its posterior continuation. Such is the pleurec- 




Fio. 72. 



Diagrams explanatx)ry of the nature of so-called proboscides or "introverts." >J, simple 
introvert completely introvertetl. £, the same, partially everted by eversion of the sides, as in 
the Nemertine proboscis and Gastropod eye-tentacle = pleurecbolic. C, tlie same, fully everted. 
D, E, a similar simple introvert in course of eversion by the forward movement, not of its sides, 
but of its apex, as in the proboscidean Rluib<locoels=acreebolic F, acrecbolic(=pleurembolic) 
introvert, formed by the snout of the proboscidiferous Gastropod, ai, alimentary canal ; r/, 
the true mouth. The introvert is not a simple one with complete range both in eversion and 
introversion, but is arrested in introversion by the fibrous bands at c, and similarly in eversion 
by the fibrous bands at h. G, th** acrecbolic snout of a jiroboscidiferous Gastropo4l, arrested 
short of complete eversion by the fibrous biind ^>. //, the acrembolic ( = pleurecbolic) pharynx 
of a Chaetopod fully introvert»»d. al, alim»Mitary canal ; at d, the jaws ; at a, the mouth ; 
therefore a to d is stomodaeum, wherfms in the Gastropod (F) a to d is inverted bo<iy surface, 
/, partial everaion of //. A', complet-e eversion of //. (After Lankester.) 

bolic proboscis of Kay Lankester (Fig. 72) found in the Cypraeidae, 
Naticidae, Lamellariidae, Scalariidae, Fermetus, the Capulidae, 
Calyptraeidae, Strombidae, and Chenopodidae among the Strep- 
toneura, and in some Opisthobranchs, viz. Doiidium, the Pleuro- 
branchidae, Aphjsia, the Gymnosomata, and the Doridopsidae. In 
other cases the proboscis cannot be wholly retracted, and then the 
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wall of the digestive tube is folded twice on itself during invagina- 
tion. This is the pleurembolic proboscis of Ray Lankester (Fig. 72) 
found in the Eachiglossa (Fig. 99, XIII), in certain Toxiglossa, and in 
the Doliidae, Cassididae, and Tritonidae among the proboscidif erous 
Taenioglossa. In the Naticidae there is a glandular disc on the 
ventral face of the proboscis which serves to perforate the shells 
of the Lamellibranchs on which they feed, and in the Pneumo- 
dermatidae there are suckers in the same position situated on two 
retractile lobes and either isolated or united to one another. 

The mouth leads into the buccal or pharyngeal caAaty, which is 
the first of the principal dilatations of the digestive tract. The 
salivary glands open into it, and the chitinous masticatory sclerites 
are attached to its walls. The whole, together with the muscular 
masses which actuate the masticatory apparatus, forms the buccal 
bulb or pharynx (Fig. 74, A), situated behind the oesophageal nerve- 
collar in the more archaic species, but in front of it in the more 
specialised Gastropoda (Fig. 146). In some carnivorous forms, 
such as Glandina and Testacella, the pharynx may be more or less 
completely evaginated, forming a false pleurecbolic proboscis. The 
chitinous buccal sclerites are of two kinds, mandibular and radular. 
(1) The mandibles are solid cuticular thickenings situated at the 
anterior end of the buccal cavity. In the majority of Streptoneura 
and Opisthobranchs they are paired, the members of the pair being 
lateral and symmetrical (Fig. 73, A) ; they are smooth or scaly, 
generally with trenchant, but sometimes with denticulated margins. 
These paired mandibles are usually quite separate from one another, 
but in the Naticidae they are in contact dorsally, and in Lamelkiria 
they are clearly fused together on the dorsal side to form a single 
piece. Similarly there is only a single median mandible formed by 
the fusion of two symmetrical pieces in the Patellidae, in Aegirus 

(Doridomorpha, Fig. 73, B), and in 
all the Pulmonates. This median 
mandible is dorsal, its lower or free 
border is trenchant, nearly horizontal, 
and frequently provided with a median 
projection. Two lateral and sym- 
metrical accessory cuticular thicken- 
Fio. 73. ings are found in the majority of 

Mandibles of Gastropoda. ^, i>aired the baSOmmatOphorOUS PulmOUateS 
lateral mandibles of Jon «5; 2?, dorsal (T^'nimtpn PInn/yrhi<i f^fo\ Tn rpr- 

m&namQ of jiegirus. (After Hancock.) \^J^ril7Uim, JrtanoroiS, GIC), lU Cer- 
tain Aplysiomorpha in which the 
mandibles are ventral there is a patch of horny spines on the 
roof of the buccal cavity (Notarchus), and in certain cases these are 
divided into two symmetrical groups enclosed in diverticula, which 
have the form of evaginable sacs (Gymnosomata). In the Eachi- 
glossa the mandibles are rudimentary, and they are absent in many 
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Trochidae, in Neiitina-, in the Helicinidae, in Cyclostoma, in Thyca, in 
the Pyramidellidae, Eulimidae, Entoconchidae, and Coralliophilidae, 
in all the Toxiglossa, in the Heteropods, in Aciaeon, TomatinOy 
Scaphander^ Doridium, the Lophocercidae, CyrnbulwpsiSy Gkba, Clione, 
Umbrella, Doris, the porostomatous Doridomorpha, Tethys, the 
Elysiae, Gadinia, Amphibola, the Testacellidae, etc. 

(2) The radtUa is a sort of ribbon of greater or less width, formed 
of distinct and separate chitinous teeth, borne on a single supporting 
membrane. It is secreted in a ventral caecum (Fig. 74, A, w), in which 
it is almost wholly contained, but its anterior extremity stretches 
out on the floor of the buccal cavity, where it forms a median 
projection (Fig. 74, A, p). The radular ribbon is supported by a 
system of paired cartilaginous pieces furnished with protractor and 
retractor muscles (Fig. 74, A, /, m), the action of which causes the 
radula to move to and fro and work like a rasp on the prey seized by 
the animal. The teeth are secreted at the bottom of the caecum or 
sheath of the radula, by a small number of matrix cells ; in front of 
these is a transverse row of cells which secrete the basal membrane. 
The teeth are disposed in transverse rows, and in each row there is 
a median tooth called the " central " or rachidian tooth, on either 
side of which the remaining teeth of the row are symmetrically 
disposed. In the Euthyneura all the lateral teeth are generally 
similar to one another (Fig. 145), but in the Streptoneura, when 
there is more than one tooth on either side, they are divided into two 
clearly defined groups. The teeth nearest to the central are the 
*' laterals," properly so-called, and differ from the more elongated 
external teeth, which are known as the " marginals " or uncini (Fig. 
2, m). The number of teeth in any given transverse row is 
constant in any given species ; it may, however, increase slightly 
with age, at any rate in various Aplysiidae and in the terrestrial 
Pulmonates. On the other hand, the number of teeth is variable 
from group to group, and generally is more considerable in the less 
specialised than in the more specialised groups. Thus, in the 
Streptoneura the Rhipidoglossa have numerous lateral teeth on 
either side of the central ; the Taenioglossa have only three lateral 
teeth on either side, the Rachiglossa only one. Among the 
Opisthobranchs many teeth are included in each transverse row 
in Adaeon and the Pleurobranchidae, but there are only three in 
the thecosomatous " Pteropods " and only one in the Elysiae. The 
number of successive transverse rows also varies from species to 
species, and consequently the total number of teeth in the radula 
is very different in different forms. There are sixteen (one tooth 
in each row) in certain Eolidae and Elysiae ; about two hmidred and 
fifty in Buccinum undaimn; 1920 in Patella vulrjata] 3500 in 
Liitorina littorea; 6000 in Doris tiibercidata; 8343 in Limnaea 
stagncdis; 15,000 in Heliz aspcrm ] 26,800 in Limax maximus; 
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Fig 74 

Radiilao of various glossophorous MoUusca. A, diat^'raiii showing mouth, oesophagus, and 
lingual ai)paratus of a Gastropod in median 8Aj;ittal section, a.l, lower lip ; a,", upp>er lip ; ?», 
jaw oltlic left side ; c, outer surface of the snout ; r/, oesophagus ; e, fold in the wall of the 
oesophagus J>ehind the radular sac (u) ; /, anterior termination of the radula and its bed, the 
point at which it wears away ; g, l)ase of the radular sac or recess of the pharynx ; h, cartila- 
ginous piece developeil in the floor of the pharj-nx beneath the radula, and serving for the 
attachment of numerous muscles, and for the support of the radula; i, anterior muscles ; k, 
posterior muscles attached to the cartilage ; /, muscle acting as a retractor of the buccal mass ; 
1/1, muscle attached to the lower lin ; n, posterior extremity of the radular sac; o, the bed of 
the radula or layer of cells by which its lower surface is formed ; ;;, the radula or lingual 
ribbon ; 7, opening of the radular sac into the pharynx or buccal cavity ; r, cells at the extreme 
end of the inner surfiice of the nidular sac which produce, as a cuticular secretion, the rows of 
teeth of the upi)er surface of the radula. 

li, radula or lingual ribbon of PaJufUna vicipara, stripi)ed from its bed. 

(.', a single row of teeth from the radula of Trcx^hns cinerarli's (Khipidoglosaate); formula : 
00,5. 1.5. CO. 

I), a single row of teeth from the radula of lanthina /ra.(jilU (Stenoglossate) ; formula: 
00 .0. 'JO . 

K, a single row of teeth from the radula of Trachndcrmon ciuercnn, (Amphineura) ; fonnula : 
3.1.2.1.1.1.1.1.2.1.3. 

F, a single row of teeth from the radula of PattUa vulqata (Docoglossate); formula: 
3.1.2.0.2.1.3. 

G. a single row of teeth from the radula of Cyiyi-aca hclvola (Taenioglossate) ; fonnula : 
2.1.1.1.2. 

//, a single row of teeth from the radula of Xo^m aunvUita (Rachiglossate) ; fonnula: 
1.1.1. The common Whelk is similar to this. 

90 
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36,000 in Tritonia Iiombergi; 40,000 in Helix ghiesbreclUi ; 75,000 
in Siisania tvherculata ; and as many as 750,000 in Umhrdla. It 
follows that the length of the radular ribbon varies very much ; it 
is considerable in Cyclostoma and Patell-a (Fig. 88, r), in which it 
exceeds the length of the body, and in the Littorinidae, in which 
it is coiled into a spiral so as to occupy less room ; in one species, 
TedariuSy it attains to seven times the length of the body. 

The form of the teeth is also constant in a given species, but 
varies from group to group, and is therefore, when taken in 
conjunction with their number, of considerable assistance in 
characterising the divisions of the Gastropoda, especially of the 
Streptoneura ; hence the importance of the radula in systematic 
works. But occasionally the radula may vary in the individuals of 
the same species, as, for example, in the Buccinidae ; and, on the 
other hand, groups tolerably far apart from one another may 
exhibit analogous features in the radular teeth. Further, it has 
been shown that the number of teeth in a transverse row varies in 
all the groups founded upon this character. Among the Taenio- 
glossa, in which the radular formula is 2.1.1.1.2, the two marginals 
are absent in Lamellarui and Jeffreysia ; and contrariwise, there are 
more than two marginal teeth in certain species of TuiiiteUa^ in 
Stiidhiolaria, and Triforis. A still larger number of teeth, but no 
median tooth, is found in Solarium, Scahria, and Janthina, In the 
Rachiglossa, characterised by the formula 1.1.1, the central tooth 
is reduced in Columbella, and the laterals absent in the Marginellidae 
and in certain Volutidae and Mitridae, and in the young Hai-pa, the 
adult in the last-named genus being devoid of a radula. Finally, 
although the radular formula of the Toxiglossa is given as 1.0.1, 
there is a central tooth, and more than one lateral in sundry Pleuro- 
tomatidae (Spirotropis : 1.1.1.1.1). The radula is absent in a few 
genera only, and those are generally parasitic or suctorial forms, 
such as Thyca, the Eulimidae, Pyramidellidae, Coralliophyllidae, and 
certain Terehra among the Streptoneura, and in the Tornatinidae, 
Cymhidiopsis, Gleba, the Doridiidae (in which a vestige of the radular 
caecum is still retained), the porostomatous Doridomorpha (Dori- 
dopsis, Coramhe, Fig. 164, Phyllidea\ and the Tethyidae. 

The buccal opening of Gastropods is furnished with glands, 
often in considerable quantity (BuUidae, Nudibranchs), and in many 
stylommatophorous or terrestrial Pulmonates these glands are 
so highly developed as to form lobulated masses known as the 
" organs of Semper." But in all Gastropods, with very rare excep- 
tions, the salivary glands proper open into the interior of the buccal 
cavity on either side of the radula. These organs are generally 
simple mucous glands, without any digestive action, but in certain 
forms — Dolium galea is an instance — their secretion contains as 
much as 4 per cent of sulphuric acid, which serves to dissolve the 
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calcareous spicules of the animals taken as food. In the aspido- 
branchiate Streptoneura and in many other Gastropods the salivary 
glands are racemose in structure, but in more specialised genera 
they have the form of more or less elongated tubes (Janthina) or of 
sacs (Dolium), In the Aspidobranchs, Ampullaria, and the Actaeo- 
nidae (Fig. 57) the salivary ducts are very short and open behind 
the perioesophageal nerve-collar, but the glands traverse the nerve- 
collar, and their ducts are long and open in front of it in the 
majority of Gastropods. This is the case in all the Euthyneura — 
the salivary glands being situated very far back in the Pleuro- 
brancheae — and in the Taenioglossa, with the exception of Naticay 
certain species of Calt/ptraea, etc., in which the ducts are too short 
to traverse the nerve-collar. Finally, in the Stenoglossa and 
Heteropoda the salivary glands open in front of, but do not 
traverse the perioesophageal nerve-collar, their ducts, if they are 
sufficiently long to reach it, passing outside the structure. In 
certain forms, e.g. Fvlf/nr, ConuSy many Terehniy Umbrella^ several 
Pulmonatcs, etc., the two salivary glands appear to be fused, but 
retain their individuality. In some siphonate probosciferous 
Taenioglossa, such as Dolium, Cassis, Triton, Vohita, and also in 
Pleurohmnchaea, the salivary ducts bear a dilatation near their 
extremities. The two glands exhibit a certain degree of asymmetry 
in Sirorribm, Xenophorus, and some species of Atlanta. In several 
cases there is more than one pair of salivary glands ; the Docoglossa 
possess two pairs, with distinct and separate ducts. In Janthina 
and Scalaria there are two pairs of glands, lying close together and 
appearing to be formed by the bifurcation of a single pair. There 
are also two separate pairs — the second pair being ventral and 
anterior to the normal pair — in various Rachiglossa, Purpura, 
TropJmi, Valuta, Canccllariidae, and Haliidae ; with the exception 
of the Muricidae this second pair is anterior to the perioesophageal 
nerve-collar, and its ducts are often fused in the median line. 
Many probosciferous Opisthobranchs also have more than two 
salivary glands : in the porostomatous Doridomorpha {Doridopsk, 
Phyllidiidae) the second pair is ventral and anterior, with a single 
duct ; in Pleurohranchaea and Pleurohranchus there is a third dorsal 
and median gland. 

The buccal cavity is followed by an oesophagus, with plicated 
walls. This oesophagus is generally long, and often presents dila- 
tations on its course, which may be described under one or any 
other of the following headings: — (1) A sort of simple pouch with 
thin walls, as in the Heteropods (Figs. 141 and 142, vi) and certain 
Opisthobranchs and Pulmonates, or sometimes a muscular swelling, 
as in Murex, Amphihola, Doris, etc. (2) In the majority of the 
Aspidobranchs there are, as in the Chitonidae, paired anterior 
glandular oesophageal pouches, with papillated internal walls. 
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These organs also recur in Littwiiia. (3) An unpaired folded 
dilatation near the middle of the oesophagus is found in various 
carnivorous Taenioglossa, e,g, the Naticidae, Lamellariidae, and 
Cypraeidae; in the last named it is well developed and has 
a lamellate internal wall. In the same position in the Cassididae 
there is a pouch separated from the oesophagus and opening into 
it by a slit. (4) In all the Taenioglossa, with the exception of 
Cancellariaj the Harpidae, and some species of Terebia, an important 
oesophageal gland, known as the " gland of Leiblein," opens into 
the middle of the oesophagus. Slightly developed in the Olividae 
and Fasciolariidae, this organ appears under diverse forms : it is 
a thick glandular mass in Murex, a long caecum with thin walls 
in Bucdnum, and in Toxiglossa it forms the so-called "poison 
gland," whose duct traverses the perioesophageal nerve -collar, 
as in Voluta, and opens into the buccal cavity, giving the whole 
structure the appearance of a third salivary gland. In Halin 
and Margindla this organ forms a siphon opening into the oeso- 
phagus by its two extremities. (5) In Nerita there is also an 
unpaired oesophageal gland, and among the Opisthobranchs one 
finds an azygous dorsal pouch in some BuUomorpha, an oesophageal 
caecum in the Elysiomorpha, and a long glandular appendage in 
the Lophocercidae. 

The terminal part of the oesophagus sometimes presents modifi- 
cations which produce an apparent modification of the configuration 
of the stomach following immediately after. This terminal portion 
is differentiated to form a gizzard with thick muscular walls and 
furnished internally with masticatory teeth or plates. The last 
named are variable in number, and may be simply chitinous 
and pointed or calcified and flattened. This arrangement is found 
in a large number of Opisthobranchs, viz. in the majority of BuUo- 
morpha (Fig. 76, m.jp\ including the "Pteropoda Thecosomata" 
(Fig. 60, m.p), in various Aplysiomorpha, and in certain Nudi- 
branchia Tritonomorpha (Marioniaj Scyllaea, Melibe). The muscular 
girdle of this gizzard is also recognisable in a certain number of 
basommatophorous Pulmonates, viz. Amphihola, Auricula^ and in 
Limmea it is differentiated to form two globular and symmetrical 
muscular projections. In consequence of the proximity of the 
specialised portions of the terminal part of the oesophagus to the 
stomach, the latter appears, in certain cases, to be divided into 
several successive portions separated by constrictions, notably in 
Aplysia, and also in Amphibola and Limnaea, in which the oesophagus 
exhibits an ampulliform dilatation in front of the gizzard. 

The stomach proper consists of a simple enlargement of the 
digestive canal, and its walls are normally and fairly consistently 
thin, especially in the Streptoneura. The internal wall of the 
stomach, however, may frequently be lined by a more or less thick 
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and extensive cuticle, which is generally more fully developed near 
the origin of the intestine, and may extend into it, as in Fdud'ma, 
Cydostoma, and certain Pulmonates. Sometimes this lining presents 
a specialisation in the form of a longer or shorter cuticular projec- 
tion known as the crystalline style, which may be lodged in a thick- 
walled caecum or may project as a rod into the proximal part of 




Pteroreras, right-side view of the male, witli the mant!*' laid open, a, anus ; b.d, bile-duct ; 
eg, cerebral ganglion ; cr.f, crystalline style ; /, foot ; g, gill ; g.g, gonad ; g.o, genital oritlce ; /i, 
heart ; hji.g, hypobranchial gland ; i.g, iiifra-iuteatinal ghmd ; in, intestine ; A:, kidney ; vi, 
mouth ; *jf, oesophagus ; op, operculum ; p, penis ; )m, mantle ; p.g, pedal ganglion ; pl.g, plural 
ganglion ; m, radula ; r.o, renal orifice ; r.p, reno-pericanlial orilice ; s.g, supra-intestinal gan- 
glion ; si, siphon ; s.gr, seminal groove ; st, stomach ; t, tentacle. (After F. M. Woudward.) 

the intestine. This structure is found in various Docoglossa, 
temporarily at least in Fissurella, in TrocJins, in numerous Hydro- 
biidae such as Bithynia, LitJiogh/phus, Spckeia, Tanganyicia (Fig. l^^cr.s), 
etc., in the Melaniidae and allied forms such as Paramelania, Nas- 
sopsiSy Typhlobia, etc., and in Pteroceras (Fig. 75, a:s) among the Strom- 
bidae. In many cases the stomach is furnished with a caecum, 
generally pyloric in position and contiguous to the openings of the 
hepatic ducts. This caecum is coiled in a spiral in many Rhipido- 
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glossa, viz. in Flewroiomana (Fig. 127, sp.c), Ualiotis, the Turbinidae, 
etc., and in Nassopsis and Chytra (which, according to Moore, possess 
both the spiral caecum and the style-sac), but is simple and straight 
in Ampullaria, a large number of Opisthobranchia, the Limacinidae, 
the majority of the Cavoliniidae, Apli/sia, several Doridomorpha (in 
which it is rugose internally, and has incorrectly been described as 
a "pancreas"), and finally in a number of Basommatophora, the 
Liranaeidae, and various Planorbidae. 

The liver or digestive gland constitutes the essential organ of 
digestion. It more or less completely surrounds the stomach, and is 

divided into lobes, the number 
f'^Vx.v^si?^^-^^" ^^^ form of which vary in 




Fig. 76. 

Philine ap^rta, dorsal aspect ; the body-wall in 
supposed to Yte transparent, a, anus ; a.g, ab- 
dominal ganglion ; eg, cerebral ganglion ; c.h, 
cephalic hood ; {/, gill ; g.o, genital (hermaphroditic) 
oritlce ; g:, gizziird ; A, heart; in, intestine; A-, 
kidney ; m, mouth ; m.p, masticatory plate ; os, 
Oflphradium ; pa, mantle; jxir, parapodia (lateral 
lobe of foot); p.g, pedal ganglion; p.l, inferior 
pallia! lobe ; pl.g, pleural ganglion ; r.ru, retractor 
muscle of buccal mass ; r.o, renal oi)ening ; r,;», 
reno-pericardial opening; s.g, seminal groove; .«/*, 
shell ; s.i, supra-intestinal ganglion ; st, stomach. 
(After Guiart.) 




Fig. 77. 

Alimentary canal of Eolis ;«?]>«7- 
losa, dorsal view, an, anus ; r, hind- 
gut ; h, hepatic appendages of the 
mid -gut (all of which are not 
figured) : m, mid-gut ; ph, pharj'nx. 
(From Ijankester, after Alder and 
Hancock.) 



different groups. Primitively there were two lobes, as in other 
Molluscs, and this number is, as a rule, retained in the Gastropods, 
but there are very few forms in which the lobes are equal and 
symmetrical, as in Nei'itina and Valvata. More frequently the topo- 
graphically left lobe is more deeply involved in the spire, and is 
larger from larval life onwards than the right lobe in dextral Gas- 
tropods (Figs. 61 and 116, B) ; the reverse is the case in sinistral 
forms. The right lobe may disappear, and the left lobe only persist 
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in PcUudina and Eissoa. But in Otina — a dextral form — it is the 
left lobe that is the smaller. The liver discharges its secretion into 
the stomach, but exceptionally it may discharge into the terminal 
part of the oesophagus or into the intestine {Philomycus bilineatus). 
As a rule there are two hepatic ducts whose openings into the 
stomach may sometimes be at some distance from one another 
(Xaiica), but may sometimes be fused as a result of specialisation, 
as in the majority of the Docoglossa, certain species of Murex, and 
some Euthyneura, viz. the Thecosomata (Fig. 60), Ancylm fluviaiilis^ 
Latiay etc. On the other hand, one of the orifices may be subdivided, 
so that three hepatic openings are formed, as in the Fissurellidae. 
In a few rare cases {Cyclostoma) isolated acini are found on the 
hepatic ducts, recalling the condition common in the Cephalopoda. 
Sometimes the liver lobes cover the whole stomach and open into 
it by multiple orifices ; this arrangement is found in various Opistho- 
branchs, such as Gastropteron and the Gymnosomata. The extreme 
form of specialisation consists in the subdivision of the whole 
organ into tubes, which, like the gastric diverticula of Polyclads, 
extend through the greater part of the body, and even penetrate 
into external tegumentary appendages. This peculiarity is found 
in many Nudibranchs, viz. the Eolidomorpha (Fig. 77) and the 
Elysiomorpha (excepting Cyerce and Lohiancoia\ in which the rami- 
fications of the liver extend into the dorsal papillae, and in various 
Eolidomorpha communicate with cnidosacs, structures of ectoderniic 
origin which in turn communicate with the exterior (p. 178). A 
similar arrangement occurs in the Polyclad Yungia, The digestive 
glands secrete a diastatic and peptic ferment, but in addition to their 
digestive properties they exercise, in the Euthyneura at least, an 
excretory function, and they also arrest the action of poisonous 
substances. Lastly, the digestive glands take a share in intestinal 
absorption. 

The intestim proper is a cylindrical tube, generally of uniform 
calibre throughout its course. It is sometimes separated from the 
stomach by a sort of valve. In neai-ly all cases it exhibits a well- 
marked longitudinal projection, the raphe or typhlosole, along a 
certain part of its course, and in some forms this projection is 
divided into two in such a manner as to form a groove bounded by 
two folds. In herbivorous Gastropods, such as Patella, the intes- 
tine is very long and thrown into coils ; in carnivorous forms it is 
short and often straight as in Pteroceras (Fig. 75), Eolis (Fig. 77), 
Hemifusus (Fig. 99). 

The intestine traverses the ventricle of the heart in most Rhipi- 
doglossa (Fig. 55), the pericardium in Paludina, and the substance 
of the kidney in the Doliidae, Cassididae, Triton, and Raiiella, In 
Murez, Purpura, and the Naticidae the rectal portion of the intestine 
is provided with a somewhat ramified gland, known as the anal 
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glani^ and in the Fissurellidae there is a longish glandular caecum 
in the same position, which opens near the anus and lies alongside 
the rectum as far as the point where the latter traverses the ven- 
tricle. As a rule, the anus opens on the right side of the body (on 
the left side in sinistral forms) and more or less in front. But in 
those forms in which the coiling of the visceral sac is diminished or 
lost^ this flexure of the digestive canal seems to be effaced and the 
anus lies at the posterior end of the body. This disposition is rare 




Fia. 78. 

Tangonyicia ru/Uosa, dorsal view, with tiie mantle laid open, a, aniu ; b.p, brood-pouch ; 
t.^.Oy orifice of brood-pouch ; oe.g, cerebral ganglion ; cr.*^ crystalline style ; /, foot ; ^, gill ; Jk, 
heart ; ^ origin of the intestine or pyloric orifice of the stomach ; m, mouth ; od, oviduct ; oe, 
termination of the oesophagus, or cardiac oritlce of the stomach ; 0,0^ oviducal orifice ; o«, 
osphradium ; pa, mantle ; <t, stomach ; «.i.(7, supra-intestinal ganglion. (After Moore.) 

in the Streptoneura, but may be seen in Cypraea and Pterotrachea, 
It is, on the contrary, common in the Euthyneura, occurring in 
Doridiuvi, Rundrva, Aplysia (Fig. 154), the Doridomorpha (Fig. 79, 
Vni), Janus^ Alderiay Limapontia, Testacella, the Oncidiidae (Fig. 59), 
and the Vaginulidae (Fig. 87). 

2. The Circulaioiy System. — The blood is generally a colourless 
liquid containing amoebocytes. It is red in the genus Phnorbis 
(with the exception of P, albus\ in which haemoglobin is diffused 
in the plasma. The muscles of the buccal mass are impregnated 

7 
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by haemoglobin in a fairly large number of Streptoneura, e,g. 
Littorina^ Buccinum, Xatica, etc. Li some few Gastropods the blood 
is of a bluish tint in consequence of the presence of an albuminoid 
containing copper called haemocyanin. In other cases the blood is 
coloured by pigments of extraneous origin absorbed by the amoe- 
bocytes ; this is the origin of the violet-red colour of the blood of 
Fasciolaria, In various Opisthobranchs, viz. Bullomorpha, Pleuro- 
branchidae, Doridomorpha (Fig. 79, XVII), there is a diflFerentiated 
lymphatic gland, situated as a rule more or less anterior to the 
heart on the aorta. In a certain number of Streptoneura this 
organ consists of a sinus filled with cytogenous connective tissue 
and situated near the kidney ; in other cases it is diffused through 
the subcutaneous connective tissue. 

The heart is always dorsal and in the immediate neighbourhood 
of the respiratory apparatus (Figs. 79 and 82). It is only in the 
very, archaic forms such as Pleurotomaria and the Fissurellidae, that 
it is still symmetrical and median as in the Cephalopods, Lamel- 
libranchs, and Amphineura, otherwise it is nearly always lateral, 
being situated on the left in dextral forms (Fig. 67). It is generally 
somewhat anterior in position (Figs. 82 and 88), but it may become 
posterior again as a result of secondary specialisation as in Ptei'otrachea 
(Fig. 143), Te^tacella, Oncidium^ Peroniay a,nd the Doridomorpha, and 
in the last named it resumes an apparent external symmetry 
(Fig. 79). The heart of Gastropods always includes an ovoid or 
piriform ventricle, and in the Rhipidoglossa (with the exception 
of the Helicinidae, Hydrocenidae, and Proserpinidae) two auricles, 
but the latter only retain their primitive symmetry in the Fis- 
surellidae, in which the ctenidia themselves retain tlieir symmetry 
and the heart is median. In other Khipidoglossa, in which the 
heart is no longer median, the right auricle is the smaller (Fig. 
55, VII), and it becomes more and more rudimentary. In all other 
Gastropods there is only one auricle, situated on the topographically 
left side (Fig. 82, au) : it is generally larger than the ventricle, but 
its muscular fibres are fewer in number and its walls are thin, 
transparent, and extensible. The ventricle is traversed by the 
rectum in the Khipidoglossa (except the Helicinidae), and in the 
more archaic forms is placed between the two auricles, e.g, in Pleuro- 
Unrniia (Fig. 127, A), Trochus (Fig. 55, VIII), etc. In the majority 
of the Streptoneura (Fig. 99, V), in the Pulraonates (Fig. 86, 
VII), and in some Bullomorpha — e.g, Adaeon^ Limacina (Fig. 63), 
Clio mrgida, and Clw acicula — this ventricle is posterior to the 
single auricle; in some Opisthobranchs (Phyllirhoe, Fig. 161) and 
Heteropods the auricle and ventricle are on the same transverse 
line, and in the majority of Opisthobranchs (Figs. 79, III, and 
92, I), the Testacellidae, Oncidiidae, Pterotmcheidae, and certain 
Calyptraeidae the ventricle is in front of the auricle. In adult 
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individuals, during normal respiration, the ventricle beats not more 
than one hundred times nor less than thirty times in a minute. 



xyii 



XVI 




vm 



Fio. 79. 



Z>or{<]n2o«i, opened doraally. I, stomach ; II, liver ; III, ventricle of heart ; IV, perteaidlnm 
laid open ; V, pallial vein ; VI, gill ; VII, branchial vein ; VIII, anas ; IX, renal pore ; X, 
anricle ; XI, reno-pericardial orifice ; XII, posterior part of intestine (the anterior part is on the 
left); XIII, kidney; XIV, accessory genital glands; XV, tentacle; XVI, central nervous 
system ; XVII, hematic gland ; XVI II, salivary gland ; XIX, oesophagua. (After Hancock.) 

The mean frequency of the pulsations is sixty to the minute in 
forms most easily observed, such as Pulmonates, Nudibranchs, 
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Bullomorpha, Thecosomata, and Heteropoda. During hibernation 
the heart of Gastropods does not beat more than twice a minute. 

The Gastropods in general have a well-developed arterial 
system, but the venous system is for the most part lacunar. A 
single artery takes its origin from the end of the ventricle opposite 
to the auricle — or from the posterior end of the ventricle in 
diotocardiate Rhipidoglossa — but in the Docoglossa (Fig. 82) one of 

its branches, namely, the 
•}^ genital artery, appears to 

have a distinct origin, as in 
the Cephalopoda. An intra- 
pericardial aortic bulb is 
found at the origin of the 
aorta in Faidla (Fig. 80, V), 
various species of Fisstirella, 
Ampidlaria, Katiciiy and the 
Heteropoda, and a similar 
Fio- 80. but extra - pericardial bulb 

Heart of PoXclJa tmtoata, the auricle and ventricle in Sivhonaria. In certain 

opened. I, "branchial vein; II, auriculo- ventricular tt^j mi_ 4. 

valve; III, posterior aorto; IV, valve between the Heteropoda, ineCOSOmata, 
ventricle and the aortic bulb; V, aortic bulb; VI j Y|,h;Vv,.«««|,<, thort^ iQ a 

anterior aorU ; VII, ventricle, with iU internal ^"^ ^NUUlOrancnS CncrC IS a 

muBCQlar columns; VIII, auricle; IX, po^ Valve at the origin of the 
into the auricle the blood of the roof of the pallial .^ . • 

cavity. (After Wegmann.) aorta. The ramiiications of 

the aorta form an arterial 
system extending throughout the body, which is continued into a 
system of interorganic lacunae, without epithelial walls, into which 
the arterial trunks sometimes open suddenly by contractile orifices ; 
for instance, the cephalic artery of FateUa and Haliotis^ the pedal 
artery of Heteropods, the cephalic artery of Thecosomata, etc. 
The venous blood is collected from the lacunar system into two 
large and important sinuses — an anterior or cephalo-pedal sinus and 
a posterior abdominal or visceral sinus. These two blood-spaces 
open into an anterior abdominal sinus lying beneath the pericardium. 
PVom the last named the blood is carried to the roof of the pallial 
cavity for oxygenation, on the right side by the rectal sinus 
(external to the rectum), on the left side by the more or less well- 
defined lateral sinus which runs along the anterior border of the 
mantle, and forms the " pulmonary artery " in Pulmonata. Thus 
the venous section of the circulatory system ends in regular vessels, 
and in Aplysia the great abdominal sinus may be seen to open 
abruptly, by gaping orifices, into the afferent branchial vessel. The 
blood is carried from the rectal sinus to the respiratory apparatus 
by a transverse vessel or by a vascular network which generally 
forms an afferent branchial sinus running along the whole length of 
the branchia on the right side. But a very large part of the 
venous blood, larger in the archaic than in the more specialised 
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primitively aquatic and 
The organs of aquatic 



forms, passes into the kidney by means of a ^poriaX syskm^ and the 
efferent renal vein generally joins the rectal sinus or is carried 
direct to the afferent branchial sinus (Falvata). The venous blood 
of the kidney is therefore carried to the respiratory organs before 
it is returned to the heart; but in some Streptoneura {VermetuSy 
Littorinay Cydostoma) and in certain Pulmonates the blood is carried 
direct to the auricle without passing through the respiratory 
apparatus. 

The respiration of Gastropods is 
remains so in the majority of forms, 
respiration consist of a pair of leafy 
expansions of the mantle, situated in 
the pallial cavity and called ctenidia. 
Each ctenidium is the homologue of a 
single branchia of Chiton (Fig. 28, B, g), 
of Nautilus (Fig. 276), or of Nucuia 
(Fig. 206), but most usually only one, 
namely, that of the topographically left 
side, persists (Figs. 82 and 85). It is 
only in the more primitive Rhipido- 
glossa — viz. the Pleurotoroariidae (Fig. 
127), the Fissurellidae (Fig. 81), and 
the Haliotidae — that a pair of ctenidia 
persists. In the Fissurellidae these two 
organs are quite symmetrical and of 
equal importance, but in the Pleuro- 
tomariidae and Haliotidae the topo- 
graphically right ctenidium is smaller 




Fin. 81. 



Dorsal view of a specimen of 
FxBsunUa fh)m which the shell has 

than the left, and in all other Gastropods of the mantie-skirt has been longi- 
there is only a single ctenidium, that of ^^'iJi'^iarift^o^UV^^^^ 

the rifijht side having completely dis- (arclialc right) gill-plume;*, reflected 

"- , T II ^ 1 i-1 . ^1 mantle-flap ; fi^ the fissure or hole in 

appeared. In all the btreptoneura, the the mantle- flap traversed by the 

Pleurobranchidae, Ga^tropte^my and the S' ieATU°ai^l^^"rin4 ;^^^^^^^ 
Lophocercidae each ctenidium is formed ^ Jfnmit^ ufti^iinj^ 
of flattened respiratory filaments which 

lie parallel to one another and are disposed perpendicularly along 
one or two faces of a branchial axis. Such a ctenidium is called 
** pectinate." In the Opisthobranchs — the only Euthyneura that 
possess ctenidia — the ctenidium is a simple flat and projecting 
tegumentary lamina, transversely folded from its base to its ex- 
tremity in such a manner that the ridges of one face correspond to 
the furrows of the other face : such a branchia is called " plicate." 

Among the dibranchiate Aspidobranchs, Plmrotomariay the 
Fissurellidae, and the Haliotidae have two rows of pectinations to 
each ctenidium, one on either face of the branchial axis (Fig. 81). 
Each ctendium is therefore formed like that of ChitoUy Nautilus, or 
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Nucuhy and is similarly free to a greater or less extent at its 
distal extremity. But in Scissurella (Fig. 54, IV) the right ctenidium 
is already degenerate in so far that it has only a single row of 
filaments inserted directly on the wall of the pallial cavity. The 
other ctenidiate Aspidobranchs have only a single and equally 
bipectinate ctenidium, as has also Valvata (Fig. 132, gi). The two 
rows of respiratory filaments are equal in the dibranchiate 
Rhipidoglossa, in the Acmaeidae and Valvatidae, but in the mono- 
branchiate Rhipidoglossa the dorsal row — that is to say, the row 
between the mantle and the branchial axis — is already much 
reduced, and in the remainder of the Streptoneura this row of 
filaments has disappeared, as in the right ctenidium of Scissurella,. 
and the single ctenidium is attached to the mantle for the whole 
of its length (Fig. 99, XVII). The individual branchial filaments are 




Fig. 82. 

Anterior part of the body of yfonaeo, showing nervous and circulatory systems, dorsal 
aspect, a.ff, abdominal ganglion ; ao^ aorta ; ai/, auricle ; br.Uy branchial (ctenidial) ner\'e ; 
hr.Vj branchial vain ; oe.g, cerebral ganglion ; gi, gill ; i.i.g, infra-intestinal ^nglion ; mix. 
columellar muscle ; ot^, o«", left and right osphradia ; pa, mantle ; pa,v, pallial vein ; pe.c, pedal 
cord ; pe.g, pedal ganglion ; pl.g, pleural ganglion ; s.i.g, supra-intetttiual ganglion ; te, tentacle ; 
ve, ventricle. 

usually simple, but sometimes their surfaces are folded, and again 
each filament may be in its turn leafy or beset with plications as 
in the Cephalopoda: this condition is found in Janthina, Each 
filament is a simple tegumentary projection without any internal 
endothelial lining. The wall of the blood -space contained in it 
is formed of connective tissue, thickened and compacted along the 
borders of the filament, where it forms a supporting structure, 
specially well developed on the ventral side. By these means 
the rigidity of the filaments, which are often very long as in 
Ccdyptraea, etc., is ensured. The cavities of the filaments are 
traversed by muscular trabeculae, by whose agency the whole 
filament may be contracted. 

In spite of the presence of ctenidial branchiae, there is a certain 
number of Gastropods in which the oxygenated blood returned to 
the auricle is not derived from these organs alone. A considerable 
quantity may come from various other parts of the mantle, or, in 
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forms in which the mantle has disappeared as a shell -forming 
organ, from the dorsal envelope of the body, which in this case 
serves as an accessory respiratory organ. This phenomenon is to 
be seen in the Acmaeidae (Fig. 82, 'pa,'o\ the Heteropoda, the Pleuro- 
branchidae, and the Pneumo- 



dermatidae, these last-named 
families being naked. In the 
Pleurpbranchidae, the Hetero- 
poda, and certain Acmaeidae 
the mantle is no longer fur- 
nished with accessory respira- 
tory structures, but in other 
Acmaeidae, such as Sciuiia, 
etc., and certain Pneumoder- 
matidae (Fig. 84, VI, VII), a 




Fig. 83. 

Tntonia Ztneata, dorsal view. 
I, rhinophore or posterior 
tentacle; II, dorsal appendage 

rlial gill); III, right eye; 
frontal veil; o, genital 
(hermaphroditic) orifice. (After 
Hancock.) 




Fio. 84. 

Pneuvionodervui, light -side view, 
with the head above. I, the expanded 
proboscis ; II, anterior tentacle ; III, 
posterior tentacle ; IV, genital (herma- 
phroditic) opening ; V, right fin ; VI, 
ctenidiuin ; VII, posterior i>allial gill ; 
VIII, posterior lobe of the foot; IX, 
reno-anal cloaca; X, lateral margin of 
the foot ; XI, penial orifice ; XII, 
sucker-bearing appendage; XIII, ven- 
tral median papilla of the proboscis; 
XIV, seat of the mandibles ; XV, ex- 
jianded right hook-sack. 



ctenidium, or branchia properly so called, coexists with secondary 
respiratory organs or pallial branchiae : these lie below the mantle 
edge in Scurria and on the free surface of the posterior part of the 
body in the Pneumodermatidae. If the ctenidium is atrophied and 
disappears altogether, the mantle itself resumes the respiratory 
function which was previously localised in the ctenidium. This 
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phenomenon may be found both in aquatic species and in forms 
adapted to terrestrial life, the different modifications of the mantle 
l^eing as follows : — 

(1) There may be branchial structures varying in form and 
position, but not homologous to a ctenidium. In the Docoglossa 
these pallial branchiae are situated on the internal face of 
the mantle, as in Patella (Fig. 125,/). In various Gymnosomata 
{ClionopsiSy Notobranchaea, etc.) they are situated on the posterior 
surface of the body as in the Pneumodermatidae. In the majority 
of the Nudibranchs they are on the dorsal surface of the body, 
sometimes localised round the anus as in the Doridomorpha 
(Fig. 79), sometimes concealed below a fold of the dorsal integu- 
ment as in Pleurophyllidia and certain porostomatous Doridomorpha, 
Phyllidia, and Corambe (Fig. 164, g). Or all kinds of accessory 
branchial formations may have disappeared, and the function of 
respiration is distributed over the whole free surface of the pallial 
integuments, as may be seen in various Docoglossa such as the 
Lepetidae and Bathysciadium ; in Firoloida among the Heteropoda ; 
in Dermatobranchus, HeterodoriSy the Elysiomorpha (with the ex; 
ception of the Hermaeidae), and PhyllirJioe (Fig. 161) among the 
Nudibranchs ; in the Clionidae and Halopsychidae (Fig. 156) among 
the Gymnosomata. 

(2) An adaptation to a terrestrial life and the pulmonary 
respiration resulting therefrom is found in very different groups 
of Gastropods, but the different stages of evolution are best studied 
in the Streptoneura. In this group certain aquatic and littoral 
forms, though they possess ctenidia, have acquired the habit of 
living for a longer or shorter time beyond the reach of the water. 
This is the case with various species of Littorina {L, rwdiSy 
L. neriioides, etc.), Cremnoconchus, Neritodryas, several Cerithiidae, 
etc. Consequently certain modifications of the internal surface 
of the mantle are induced, in the interior of the pallial or 
respiratory cavity. The filaments of the ctenidium — bipectinate 
in Neritodryas, * but monopectinate in other forms — are often 
reduced in height and are prolonged more or less indefinitely on 
the right side of the internal pallial surface to form vascular 
arborisations, as may be seen in the semi-aerial species of Liitorina 
(Fig. 85, z) and in Cremnoamchus, Finally, the ctenidium disappears 
altogether, and with it the hypobranchial gland and the efferent 
branchial sinus, and the venous blood of the rectal sinus is con- 
ducted to the afferent cardiac vein (corresponding to the efferent 
branchial vein) by the system of arborisations that extends over 
the whole roof of the pallial chamber. Such is the case in 
Cerithidea obtusa, which retains only the vestiges of the anterior 
extremity of the ctenidium. In many aerial Gastropods the 
ctenidium has totally disappeared and the roof of the pallial cavity 
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is permeated by a rich vascular network (Fig. 86) in which the 
blood is oxygenated. In this manner the respiratory pallial 
chamber is transformed into a pulmonary cavity or lung^ whose 
vascularised surface is irrigated by the blood derived from various 
parts of the body. The "lung'* of Gastropods, then, is not 

a spongy organ, but a cavity 
strictly homologous to the pallial 
cavity. 

The pulmonate Gastropods 
exhibiting this structure are 
polyphyletic, that is to say, 
they belong to several diflferent 
groups. Among the Strepto- 
neura we find three families of 




Fio. 86. 

Ijiilmina littorea, male, removed fh)m its 
shell ; dorsal aspect ; the mantle-skirt cut along 
its right line of attachment and thrown over to 
the left side of the animal so as to expose the 
organs of its inner surface, a, anus ; br, 
ctenidinm ; r, heart ; fc, liver ; i, intestine ; w.c, 
colomellar mnscle (muscular process grasping 
the shell) ; p, penis ; p.br^ osph radium ; r, 
kidney ; r', aperture of the kidney ; t, testis ; v, 
stomach ; v.rf, vas deferens ; v.d', the groove-like 
part of latter; x, vascular prolongations of the 
ctenidial leaflets ; y, hypobranchial gland. 
(From Lankester, after Souleyet.) 




Fio. so. 

Roof of the pallial cavity (lung) of 
Linmx. Ventral aspect. I, cloacal (reno- 
anal) orifice ; II, pueumostoine ; III, reno- 

Serimrdial orifice ; IV, rectum ; V, renal 
net; VI, kidney; VII, heart - ventricle ; 
VIII, pericardium (cut open); IX, heart- 
auricle ; X, ramifications of the pulmonary 
vein. (After Leidy.) 



Rhipidoglossa, viz. the Helicinidae, Proserpinidae, and Hydrocenidae ; 
and three sub-groups of Taenioglossa without probosces, viz. the 
Cyclophoridae, Cyclostomatidae, and Aciculidae; and among the 
Euthyneura all the Pulmonates proper, including the aquatic as 
well as the terrestrial forms. In one family only of the Strepto- 
neura, the Ampullariidae, is the ctenidium preserved at the same 
time that a pulmonary cavity is present. In this family the pallial 
cavity is divided by an incomplete septum into a lung and a 
branchial cavity, the former being situated to the left of the 
ctenidium. The animal is therefore able to breathe by its gill 
in the water, and by its lung when out of the water, the air being 
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admitted by a very extensible pallial siphon. In the pulmonate 
Streptoneura the pulmonary chamber retains the whole of the 
primitive opening of the pallial cavity ; in the Euthyneura, on the 
contrary, the opening of the lung or pneumostome is much 
reduced by the fusion of a large extent of the mantle border with 
the neck of the animal, a fusion that leaves only a minimal but 
extensible posterior aperture (Fig. 177, V) in the neighbourhood of 
the anus. This disposition allows of the blood, on its arrival at the 
lung, being carried round a more or less annular circumpulmonary 
venous sinus. In the Oncidiidae the lung is somewhat rudimentary, 
being reduced to arborisations ramifying among the lobes of the 
kidney. In other Pulmonates such as Aneylus and the Vaginulidae 
(Fig. 87) the reduction of the lung is carried to the point of 
complete disappearance. Finally, there is a family of Pulmonates 
in which, instead of a vascularised lung, there is a pulmonary 



Ltru' axxfc ven f^ 




Vaginula occidenialiSj riglit-side view, with the mantle partially removed on this side, ait, 
anus ; avr^ auricle ; o^, female orifice ; o.r, renal opening in tlie rectum ; o.r.p. reno-pericardial 
pore ; o.r.tt, orifice of the kidney in the ureter ; p, foot ; oa, mantle ; pe, pericardium ; r, kidney ; 
re, rectum (the dotted line shows the direction of the intestine) ; ten, tentacles ; ur', ur", 
primary and secondary ureters ; rcn, ventricle. 

chamber continued into numerous tubules which penetrate into 
the surrounding blood sinuses : these tracheate Pulmonates are the 
Janellidae (Fig. 90, tr). A large number of Pulmonate Gastro- 
pods, while preserving their aerial respiration, have returned to an 
aquatic life; such are the Basommatophora (Limnaeidae, etc.). 
Among these the marine genera Amphihola, SiphonaiiOy and Gadinia ; 
Limnaea abyssicola^ an inhabitant of deep lakes; and Flanorbis 
nautilus, have a pallial pulmonary cavity which, instead of being 
filled with air, may temporarily or continuously be filled with 
water, as in the larvae of aquatic Pulmonates. Here we see a 
return and readaptation to aquatic respiration, but for all that 
the ctenidium does not reappear, a fact which illustrates the 
irreversibility of evolution. But in these cases respiratory pallial 
outgrowths or secondary branchiae may be formed near the 
opening of the pulmonary cavity or even in its interior. Such 
is the contractile extrapulmonary tegumentary appendage at the 
base of which the anus opens in Planorbis (as this is a sinistral 
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genus the appendage is to the left of the pallial aperture). In 
Planorbis cameus (Fig. 89, g) there is a single respiratory lobe, with 
a richly vascularised surface, and in Avnjlm there is a similar 




FlO. 88. 

Diagram of a gagittal section of PaUlIa vuUjtifn. Jyr.a, braucliial alftirent vesHel (arUry) ; 
br.Vy branchial efferent vpsael (vein); h.r, blood -ve».s«»l ; c, niiiHcular Huh«tance forming the root 
of the foot ; cor, heart within the iHTicanlium ; e, mantle-skirt ; /, papilla of the larger kidney ; 
jr. anus ; i, smaller kidney ; k\ larger kidney ; /, pericanliuni ; n, liver ; o, mouth ; od.m, mnaclen 
and cartilage of the odontophore ; p, snout ; «/, int4\stine in transverse section ; r, radular or 
lingual sac ; rd, radula ; «, lamellatAl stomach ; t, salivary gland ; h, duct of same ; r, buccal 
cavity ; w, gonad. (After Lankester.) 

Structure, but the lung has disappeared. In BiUinus, including 
the sub-genera Isidora, P^dinobi'imchia, etc., and in Miraiesta there 
is a folded branchia. In Siphonarui the long plicated branchia 
which extends across the interior of the roof of the pulmonary 




Flanorbis oorneus, removed from the shell ; anterior view, a, anus ; /, foot ; g, gill ; A;.o, 
renal aperture ; m, mouth ; 08, osphradium ; pa, mantle ; pn, pueuinostome ; si, pulmonaiy 
siphon. 

cavity, between the kidney and the rectum, is of the same 
character. This branchia is situated more posteriorly and to the 
right than the ctenidium of monobranchiate Gastropods (Fig. 174). 
The diverse characters of the respiratory apparatus of Gastropoda 
may be advantageously summed up in the following table : — 
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3. Excretory Organs, — In the Gastropoda the kidneys are the 
essential organs of excretion, but the pericardial glands serve as 
accessory excretory organs, as also certain parts of the body in 
which the products of excretion are collected, forming veritable 
accumulative kidneys. 

(1) The kidneys are originally paired, as in all other MoUusca, 
and a single pair is found (Figs. 55, III, XIII ; 81, /, h; 91, 
127) in all the Aspidobranchia, except the Neritacea, including 
the Neritidae and allied families. These two kidneys open one 
on each side of the anus, but they do not retain their primitive 
symmetry in any Gastropod, and although they are independent of 
one another, the topographically left. kidney is rudimentary, and 
that of the right side alone is functional in almost every case. 




Fio. 90. 

Transverse section of the lung of Janella. k, ureter ; pa.c, pallial or pulmonary cavity ; po, 
pneumostome ; »i, blood sinus ; tr, ** tracheae " or diverticula of the pulmonary cavity. (After 

In the Neritacea (Neritidae, Titiscaniidae, Helicinidae, Hydro- 
cenidae, and Proserpinidae) and in all the Pectinibranchia and 
Euthyneura the topographically right kidney no longer exists. 
In Faludina the two kidneys coexist during development, but in 
the adult that of the topographical right side has disappeared. As 
regards the position of these organs, their pnmitive situation is 
wholly within the visceral mass (Docoglossa, Fig. 88, k), and their 
migration outside the visceral mass is a specialisation which begins 
to show itself in the Rhipidoglossa — ^at any rate, in the case of the 
left kidney (Fig. 127) — ^and is completely realised in the case of the 
single kidney in other Streptoneura and Tectibranchia, in which 
the excretory organ is more and more localised in the mantle (Figs. 
75, k; 63y r). The kidney is always a dorsal organ, situated in the 
neighbourhood of the pericardium, with which it communicates by 
a ciliated aperture. In the detorted Aspidobranchs (Fissiurellidae), 
however, the very rudimentary left kidney lias lost this pericardial 
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communication. Elysia is exceptional in tliat tiie kidney is placed 
below and partly surrounds the pericardium, and the reno-pericardial 
orifices are multiple, some ten being present (Fig. 92). As a rule 
the external opening of the kidney is situated near the anus (Figs. 
81 and 88), and sometimes the two open together into a sort of 
common cloaca, as may be seen in the Gymnosomata (Fig. 84, IX) 
and in certain Pulmonates, such as Limax (Fig. 86, I), the Onci- 
diidae (Fig. 59), and Faginula (Fig. 87), but not in F. willeyi. In 
rare cases, however, such as the Nudibranch Janus, the excretory 
aperture is distant from the anus. The external renal orifice is 

borne on a papilla in various 



iUa 




Aspidobranchs with two kidneys 
(Fig. 88,/), but is a simple slit, 
shaped like a button -hole, in 
the majority of Pectinibranehia 
(Fig. 99, IV) and Tectibranchia 
(Fig. 154, o). Among the Pec- 
tinibranchs, however, Paludina 



h'xl 



k^i- 



Fio. gi. 



Diagram of the two renal organs of 
PaUlkij to show their relations to the 
rectnm and to the pericardium. /, papilla 
of the larger kidney ; g, anal papilla, 
with rectum leading from it ; h, papilla 
of the smaller kidney, which is only 
represented by dotted outlines ; /, peri- 
cardium, indicated by a dotted outline 
(at its right side are seen the two reno- 
pericardial pores) ; /, the sub-anal tract 
of the large kidney given otf near its 
]>apilla and seen tlirough the unshaded 
smaller kidney ; ks.a, anterior superior 
lobe of the large kidney ; ks.l, left lobe 
of same ; ksA^ inferior sub-visceral lobe 
of same ; ks.p^ posterior lobe of the 
right kidney. (After Lankester.) 




Fio. 92. 

Elysia viridis, heart and kidney, 
dorsal aspect (somewhat schematic). 
I, ventricle of heart; II, external renal 
pore ; III, auricle ; IV, kidney ; V, the 
various reno- pericardial pores on the 
left side (there are five such pores on 
the right-hand side); VI, the ventral 
reno-pericardial pore ; VII, pericardium. 



and Valvata are exceptional in possessing an ureter which opens at 
the edge of the mantle. The same arrangement is found in many 
Pulmonata, especially in the Stylommatophora, in which an elongated 
ureter opens alongside of the anus at the margin of the pneumo- 
stome (Fig. 86, V). 

As regards its structure, the kidney in its simplest form is a 
sac lined by a secretory epithelium. By the infolding of its walls, 
the cavity of the sac is subdivided and the organ acquires an 
alveolar stnicture of spongy appearance, but in various pelagic 
forms it again becomes more or less tubular and transparent, e,g. in 
the Heteropoda (Fig. 141, q\ in certain "Pteropoda" (Fig. 60, k\ 
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in Fhyllirhoe (Fig. 161, /). As a rule the kidney is a compact mass, 
without external projections, hut it is divided into two lobes in 
Stenoglossa in general and also in some Taenioglossa, viz. Faludina 
and Cypra^a, In a fairly large number of Nudibranchs (Dorido- 
morpha, Janus, etc.) the kidney is divided into ramifications which 
extend between the visceral organs of the greater part of the body 
(Fig. 79, XIII). In sundry Pectinibranchs — e,g. Litter ina — there 
is a " nephric gland " which opens into the kidney, and consists 
of ciliated canals surrounded by conjunctive tissue. In addition to 
its excretory function the kidney may also serve for the conduction 
of the genital products. Thus in all Gastropoda with two kidneys, 
that is to say, in all the Aspidobranchia (Pleuroiornaria, Trochus, 
Fig. 55, Fissurellidae, etc.) except the Neritacea, the gonad opens 
into the right kidney by a papilla situated near the external renal 
aperture. 

(2) The pericardial glands in the Aspidobranchs and Falvata 
are placed on the external walls of the auricles. In other forms 
they are localised on the internal wall of the pericardium, as in 
Littarina and Cydostoma among the Pectinibranchs and in the 
Pleurobranchidae and Nudibranchia among the Opisthobranchs, or 
they are situated within the pericardium on the origin of the aorta, 
as in Aplysiidae. 

(3) Various excretory products may be accumulated in plasmatic 
cells (known as the " cells of Leydig ") in the conjunctive tissue of 
different parts of the body. This phenomenon is particularly 
common on the walls of arterial trunks, and may be seen in the 
caudal artery of Carinariaj and on the wall of the arterial trunks of 
certain Streptoneura and many terrestrial Pulmonates, in which 
calcareous concretions are found in the perivascular conjunctive 
tissue. The different forms of excretory apparatus and the special 
function of each can be revealed by the method of physiological 
injections. 

4. Nervmis System. — With the exception of the endoparasitic 
Entoconchidae, all Gastropods possess a well-developed nervous 
system in which the same cerebral, pedal, pleural, visceral, and 
stomato-gastric nerve-centres, and the same connectives and com- 
missures, are to be found as in other Molluscs. But the special 
character of the Gastropod nervous system is the asymmetry of the 
visceral centres and of the nerves arising from them, an asymmetry 
resulting from that of the visceral organs themselves. Tlie most 
primitive form of nervous system is characterised, as in the Poly- 
placophora, by the absence of concentration in the ganglia. The 
cerebral centres in the Ehipidoglossa are situated at the sides of 
the oesophagus and are united by a long commissure which is 
itself ganglionated (Fig. 94). The pedal centres in Aspidobranchs 
(Fig. 94, pe.c), Faludina^ and some other taenioglossate Pectinibranchs 
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such as CyciophorxLS and Cypraea^ have the form of long ganglionated 
cords with multiple commissures or anastomoses. The pleural 
ganglia are but slightly differentiated in Pleurotomcvria, in which 
genus they are placed on the dorsal pedal connective, at a nearly 
equal distance from the cerebral and pedal centres (Fig. ^^,plx). In 
forms in which they are better developed, the pleural ganglia are 
still in intimate contact with the anterior part of the pedal centres, 
and there are two long connectives, the cerebro-pleural and the 




Fia. 98. 

Central nervous system of Patella vtdgatOj dorsal aspect. I, tontacul&r nerve ; 1 1, left cerebral 
ganglion; III, cerebro-pedal connective; IV, cerebro*pletiral connective ; V, leftotocyst; VI, 
left osphradium ; VII, pallial nerve ; VIII, anterior part of the pedal cord ; IX, supra-intestinal 
ganglion ; X, pedal cords ^thelr posterior endings are not drawn) ; XI, abdominal ganglion ; 
xll, pleural ganglion ; XIiI, otocystic nerve ; XIV, stomato-gastric ganglion ; XV, optic nerve ; 
XVI, labial commissure ; XVII, cerebral commissure. 

cerebro-pedal, on either side of the digestive tube, the pleuro-pedal 
connective being, on the contrary, very short. This arrangement 
is known as the '* hypoathroid," and is found in ABpidobranchia 
(Fig. 93) and several Taenioglossa, viz. Ampullaria, Cydophorus, and 
Nassopsis, As a result of specialisation we get the ''dystenoid" 
condition, in which the cerebral centres are approximated and the 
pleural ganglia are shifted nearer to the cerebrals, so that the 
pleuro-pedal connectives are elongated (Fig. 123, A). Finally, in 
the " epiathroid " condition, the pleural centres are either in contact 
or are fused with the cerebrals (Fig. 123, B), as is the case in the 
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majority of the Pectinibranchia, including the Heteropoda, and in 
various Bullomorpha (e.g, Adaeon^ Fig. 57) and the thecosomatous 
" Pteropods " among the Opisthobranchia. At the same time the 
pedal ganglia are concentrated anteriorly to form more or less 
globular masses (Fig. 123, G, pe,g). 

Primitively the visceral commissure is somewhat extensive, and 
its ganglionic centres are tolerably far removed from one another, 
as • may be seen in all the Streptoneura and 
the less specialised Euthyneura (Figs. 94, 
57, etc.). These ganglionic centres are 
normally three in number : one is median, 
and is called the abdominal or the visceral 
ganglion proper (Fig. 93, XI) ; two are 
lateral, placed right and left on correspond- 
ing sides of the visceral commissure. The 
ganglion on the morphologically left side 
may be but slightly developed or may not 
be differentiated at all, as, for example, in 
monobranchiate Rhipidoglossa. In con- 
sequence of the torsion of the visceral mass 
of Gastropoda, the visceral commissure is 
normally twisted into a figure of eight ; that 
is to say, the right moiety with the visceral 
ganglion is situated above the alimentary 
tract and is displaced to the left, the left 
moiety remains below the alimentary tract, 
but is inclined to the right (Fig. 57). Hence 
the names supra-intesiinal and infra-intestinal 




Fig. 94. 



,. , . . ^1. i. • i.' Pleurotomaria, nervous 

are respectively given to the two moieties system, dorsal aspect br.g 

and to the ganglia borne on them (Fig. 123). ^"„"^,^»:.^^«"°^:,r'cl"b"! 

This disposition of the visceral com- P^dai commiHsure; cpz.e, 

^ 11 1 n^ cerebro - pleural comniiBsure : 

missure is common to all the Streptoneura i.i, infra-intestinai portion of 

/«« ♦U^ »«»«^ ^f ♦U^ ^»,.^»n «;»»;A/%«\ ;« ^^^ visceral cominiRsure; la,c 
(as the name of the group Slgnilies), in- labial commissure ; ot, otocyst ; 

eluding the Heteropoda and all the forms ^^'.^^^''l "pi^u^r'ceJtre ' 
formerly called " Orthoneura," ie, forms in p^-p-c, pieuro- pedal connec- 

i.vA • 11 IT Ji.1 *^*ve; «.i, supra-intestinal part 

which the visceral loop was believed to have of the visceral commissure ; 

never been twisted; it may also be clearly t^fi^TiL^^&lr§:^^''^^^ 
seen in the more archaic Euthyneura (which, 

as has been explained above, are detorted Gastropods), for instance, 
in various Bullomorpha {Actaeon, Fig. 57, Scaphander, Bulla, 
etc.), and in Chilina, But in the three last-named genera the 
detorsion of the visceral commissure is already manifest, that is 
to say, its supra-intestinal moiety shows a tendency to return to 
the lower side of the alimentary tract, and its sub-intestinal moiety 
tends to return to the left side. This detorsion of the visceral 
commissure is complete in the rest of the Euthyneura, as may be 

8 
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seen in the Opisthobranchia (Figs. 95 and 159) and the Pulmonata 

(Figs. 96 and 97). 

Further, in all the Euthyneura but those which are the most 

primitive from this point of view, such as the BuUomorpha and 
Aplysia among the Opisthobranchs, the 
Auriculidae, Chilina, and Latia among the 
Pulmonata, there is a tendency to the 
ol approximation of the ganglionic centres 

and at the same time a shortening of the 
visceral commissure. This is carried so 
far that the ganglia come into contact 
and form a chain of several united nerv^e- 
centres between the pleural ganglia (Fig. 
97). When it has reached this stage of 
evolution the whole nervous system is 



Fio. 05. 

Nervous system of A%>lyfin 
(dorsal aspect), as a type of tlu* 
lonR-loojied Kuthyneurous con- 
dition. The untwi»t»»d visceral 
loop is lightly 8lmd»»d. ab.s^p^ 
visceral ganglion which repre- 
sents the abdominal -f the sui)ra- 
intestinal ganglia of Streptoneura, 
and gives off the nerve to the 
osphnulium and nnother to an 
unlettered so-called "genital" 
ganglion ; ce^ cerebral ganglion ; 
0, osphradium ; 7>e, i)edal ganglion 
and double pedal commissure ; 
}>{, pleural ganglion (the stomato- 
gastric commissure and ganglia 
are omittP«l). (F'rom Lankester, 
after Si)engel.) 




Fio. 90. 

Lal'm neritoidfs, central nervous system, dorsal 
view (the buccal mass is indicated by a dottetl line). 
Im, buccal mass; co.vi, visceral commissure; f/.a, 
abdominal ganglion ; g.bu^ buccal ganglion ; g.ce, 
cerebral ganglion; g.ui, infra - intestinal ganglion; 
(f.}Hi, parietal ganglion; g.pe, peilal ganglion and 
(iouble pedal commissun' ; j/.j*/, pleural ganglion; 
g.f.i, supra-intestinal ganglion ; n.p.i, nerve of the 
inferior pallial lobe ; a*;), osphradium ; rati, radula. 



concentrated in the cephalic region round the anterior part of the 
oesophagus, and finally all the ganglia — cerebral, pleural, pedal, and 
visceral — are intimately united and localised on the dorsal surface of 
the oesophagus, a condition which may be seen in Pleurohanchus and 
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the majority of the Nudibranchs (Fig. 159), and is pushed to an 
extreme in Tethys, In this case the pedal and visceral commissures 
are destitute of ganglia or nearly so on the ventral part of their 
course. It is only in the thecosomatous "Pteropods" that the 
concentration of the ganglia takes place ventrad of the oesophagus, 
the dorsal part of the nervous system being formed only by a long 
cerebral commissure (Fig. 60, n.s). 

In all Gastropoda there is an infra-oesophageal stomato-gastric 
commissure. In the more primitive forms (Aspidobranchia, Fig. 
94) the stomatogastric system originates from a sub-oesophageal 
labial commissure, but in other Gastropods from the cerebral 
ganglia. Normally this stomato-gastric commissure bears a pair of 




Fig. 97. 

NervouH nystem nf Limnnra stagnalU (dorsal aspect), am a type of the short-looped Buthy- 
neuroun conditiun. The short vitsceral loop, with its three ganglia, is lightly shaded, ah, 
abdominal ganglion (+infra-intestinal); ce, cerebral ganglion; o, osphradiuin ; pe, pedal 
ganglion; pi, pleural ganglion ; «j, parietal ganglion or left visceral ganglion; opposite to it 
is the visceral ganglion of the right side, or supra-intestinal ganglion, which gives off the long 
nerve to the osphradiuin (in PUinorhis, the osphradium and supra-intestinal ganglion are on 
the left side). (From Lankester, after Spengel.) 

ganglia situated below the radular caecum at the point of origin of 
the oesophagus from the buccal bulb (Fig. 146, g,hu). 

As regards the innervation of the different organs, the cerebral 
centres supply the head and buccal lips, the tentacles and other 
cephalic appendages, the eyes and the otocysts. The pedal ganglia 
send out nerves to the whole mass of the foot, including the epi- 
podium, and to a portion of the cervical region. The mantle and 
the organs connected with it are primitively — ^as in the Streptoneura 
— almost entirely innervated from the pleural centres, but they are 
also partially innervated by nerves which issue from the visceral 
commissure and the supra- and infra-intestinal ganglia, and pass to 
the ctenidia and osphradia. The last-named nerv^e-centres take a 
preponderant share in the innervation of the mantle in Euthyneura, 
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especially in the Pulmonata, in which group the pleural ganglia 
scarcely ever give off any nerves. In all the Euthyneura except 
Adaeon (Fig. 57), Chilina, and L(dia (Fig. 96) the infrsrintestinal 
ganglion is fused with the abdominal (Fig. 97, ab) in such a manner 
that the latter appears to participate in the innervation of the 
mantle — for instance, in the innervation of the inferior pallial lobe 
and the pallial branchia of the Planorbidae — and the pallial nerves 
issuing from the left moiety of the visceral commissure originate 
from a special and newly -developed ganglion, viz. the parietal 
ganglion of the Pulmonata (Figs. 96, g^pa; 97, .sjo). As regards the 
viscera, the heart, the kidneys, and the gonad receive their essential 
nerve supply from the abdominal ganglion, the alimentary canal 
receives its nerves from the stomato-gastric centres, and these latter 
nerves sometimes exhibit accessory ganglia on specialised parts of 
the alimentary tract, such as the gizzard of Tectibranchia, etc. 

5. Sense Organs, — In addition to sensory cells scattered over the 
whole surface of the body. Gastropods possess special sensory 
organs usually designated by the names rhinophore, osphradium, 
otocyst, and eye. While the whole surface of the integument is 
sensitive, tactile sensibility is more particularly localised in the 
anterior regions of the body : in the head, in the margin of the 
foot (in marine Streptoneura the whole ventral surface of the foot 
exhibits a fine nervous network), and in the regions of the body 
specialised to form tactile appendages of various shape and situa- 
tion. Such are the cephalic tentacles — especially the anterior pair 
in quadritentaculate Euthyneura ; the labial palps (Fig. 117, /«'"), 
which bear a row of tubercles in some Pulmonates; the pedal 
tentacles of Fermetus (Fig. 45, pj) ; the epipodial tentacles of the 

Rhipidoglossa (Fig. 130, XI), 
which have ciliated sensory 
organs at their bases; and 
the pallial appendages, such 
as the dorsal papillae of the 
Nudibranchs. 

The Bhinophores, or olfac- 
tory organs, as they are called, 
are likewise constituted by 
the cephalic tentacles, especi- 
ally by the posterior pair in 
the quadritentaculate Euthy- 
neura. The whole surface of 
these tentacles is covered by little ciliated papillae, giving them a 
silky appearance, in many Rhipidoglossa, e.g, Scissiirelhy Haliotis, 
Trochus, GenoLy Molleria, Cydostrema, NeHtina, in Caecum (Fig. 68, te\ 
etc. The olfactory nerve divides into many ramifications which end 
on the surface of the tentacle in olfactory sensorial cells. In many 




Fia. 98. 



eft, 



BvXla (Hamiiua) navicula, rif;ht-side view, 
cephalic hood ; e, eye ; /, foot ; h.o, hennaphrodite 
oriflce; i^ inferior pallial lobe; m, month; m.o, 
male orifice ; rh, rhinophore (Hancock's organ) ; s.g, 
Keminal groove ; sk, shell. (After Guiart) 
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forms, such as the terrestrial Pulmonata, the majority of the naked 
Opisthobranchia, Cyclostrema, Xenophoms^ and all the Gastropods 
without an osphradium, these ramifications issue from a rhinophoric 
ganglion situated at the extremity of the olfactory nerve. The 
olfactory end -cells are frequently localised in a tract of higher 
epithelium at the extremity of the tentacle, or in a furrow ex- 
cavated in the surface of the tentacle (Pyramidellidae, Fig. 137, te. 
Solarium)^ and in many Opisthobranchia the sensitive surface of 
this olfactory prominence or cavity is increased by the development 
of numerous parallel pleats or foliations (Fig. 163, t). In terrestrial 
Pulmonates — e.g. Helix — the sense of smell does not extend for a 
greater distance than half a metre, and then only in the case of 
exceptional odoui-s ; the most usual distance at which odours are 
recognised is from one to three centimetres, but certain carnivorous 
marine Streptoneura — for example, Nassa — are able to recognise 
odours at a distance of more than two metres. 

The Osphradia are the sensory organs of the pallial or respiratory 
cavity, and exist in diverse forms. There is a pair of osphradia 
in all the bictenidiate Aspidobranchia and in the Docoglossa : in all 
other Gastropods the osphradium is unpaired. It disappears only 
in some terrestrial Streptoneura (Helicinidae and Cyclophoridae), 
in the Pleurobranchidae, the Nudibranchia, and all the Stylommato- 
phorous or terrestrial Pulmonates ; nevertheless in all the stylom- 
matophora {Lirruix^ Helix, etc.) the osphradium is present during 
development and during the first few days after hatching. To sum 
up, then, the osphradium is absent in aerial species or in aquatic 
forms devoid of a respiratory cavity, and when it is absent a rhino- 
phoiic ganglion is present. An osphradium consists of a specialised 
and usually elevated and ciliated region of the epithelium, in which 
there is an accumulation of sensory cells. In the ctenidiate Gastro- 
pods the organ is situated on the outer side of the ctenidium (Fig. 99, 
XVI). The most simple form of osphradium is seen in the Strepto- 
neura, in which it is not differentiated into a definite organ, but is 
merely a localisation of neuro-epithelial cells on the course of the 
branchial nerve along the two supporting margins of the ctenidia, 
as in the Fissurellidae, or on an osphradial nerve running along the 
support and formed by a differentiation of the branchial nerve, as 
in other Rhipidoglossa, or again on a ganglion placed on the 
extremity of this special nerve at the base of the ctenidium. In 
other Gastropods the osphradium becomes a distinct terminal organ at 
the base or at the left (external) side of the single ctenidium, athwart 
the current of water which supplies the latter organ. The osphradium 
may persist in this place after the disappearance of the ctenidium, 
but only in aquatic forms such as the Patellidae, Gymnosomata, 
and basommatophorous Pulmonates. In the most archaic Taenio- 
glossa, viz. Faliidina, Littorina (Fig. 85, p.br), Cydostoma, Vermetus, 
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the osphradium is a filiform epithelial ridge, overlying a nerve or 
ganglionated cord. Then, as a result of specialisation and multi- 
plication of its surface, the two sides of the ridge become garnished 
with pectinations, so that the organ acquires a deceptive resemblance 
to a branchia. This condition may be seen in the more specialised 
Taenioglossa, such as Natka^ Cerithium^ and the Strombidae, in which 
the pectinations themselves are arborescent ; in Cypraea, in which the 



y^ ^'V 




Fig. 99. 

A male Hcnii/usus tuba, i-einoved from its shell and with the pallial cavity opened. I 
amis; II, hypobranchial ^land ; III, spenuiduct; IV, renal pore; V, heart, in the opened 
pericardium ; VI, testis ; VII, liver ; VIII, oesophagus ; IX, coluiuellar muscle ; X, the spemii- 
duct cut through, with the mantle: XI, penis; XII, foot; XIII, proboscis; XIV, head; XV, 
pallial siphon ; XVI, osphradium ; XVII, ctenidiuni. (After Souleyet.) 

organ is trifid; and in the Rachiglossa (Fig. 99, XVI) and Toxiglossa. 
In the Euthyneura the osphradium is a simple epithelial projection of 
circular or elongated shape, lying above an osphradial ganglion, into 
which it is sometimes invaginated — viz. in certain basommatophorous 
Pulmonates — and the invagination is bifurcated in Limnaen. In the 
last-named genus the osphi-adium is situated in the pallial cavity, to 
the left of the ctenidium ; in the Basommatophora it is close to the 
pneumostome ; in Siphonaria (in which the lung is filled with water) 
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it is inside the pulmonary cavity (Fig. 174) ; in other forms with an 
aerial lung it is external (Fig. 89, os), 

Cyathiform bodies or gustatory bulbs, formed of taste-cells, are 
found on the lateral and ventral surfaces of the buccal cavity in 
sundry Rhipidoglossa, and at the sides of the buccal aperture in 
some Heteropoda. Analogous bodies have been found on the 
epipodial tentacles of Rhipidoglossa. 

The OtocystSy or statocysts, are hollow spherical vesicles, whose 
internal walls are lined by a ciliated epithelium containing sense- 
cells. These vesicles contain a liquid secreted by their epithelial 
walls, and in this liquid are calcareous auditory concretions of 
crystalline structure There is a single large and spherical con- 
cretion or otolith in the more specialised Tectinibranchs and in a 
few adult Opisthobranchs (Lobiger, the Elysiomorpha, Hedylidae, 
Pseudoveimis, Fiona, and sundry Eolidomorpha), (viz. the Tergipedi- 
nidae, Cufellinia, Eolidiella, Eolis aurantiaca and E. olivacea, Galviiia 
picta and G. exigua). There are numerous and usually ovoid and 
elongated concretions, called Otoconia, in the Aspidobranchia (except 
Bathysciadium), in some of the less specialised Taenioglossa, such 
as Faludina, Ampullaria, Cyclophorv^, Falvata, Nassopsis, and the 
majority of the Melaniidae, and in the EuthyAeura in general, 
with the exception of the Opisthobranchs mentioned above. Oto- 
conia sometimes coexist with an otolith in certain Cerithiidae, 
TunitelUiy Doto, and Oncidium^ but in all larvae there is only a single 
otolith (Fig. 116, A, III). Otocysts are absent in the adult Vermetus 
and in some Janihiim, In creeping Gastropods the otoliths are 
situated in the foot, in the neighbourhood of the pedal ganglia (Fig. 
93, V), and are often adherent to these nerve-centres. In swimming 
Gastropods, such as Heteropoda, Phyllirhoe, and Glauctis, they show 
a tendency to approach the cerebral centres, and the same tendency 
may be seen in the majority of Nudibranchs. In all cases the 
otocysts are innervated from the cerebral ganglion, as may be most 
clearly seen when they are at some distance from the pedal ganglia 
(Figs. 123, G, ot; 14:2, u; 146, ot). The neuro-epithelial elements 
are concentrated in a macula acustica, placed opposite the expansion 
of the otocystic nerve, in the otocyst of Heteropoda. 

Cephxilic eyes exist in almost all Gastropods, and there are, in 
addition, pallial eyes in certain Oncidiidae. The two cephalic eyes 
are situated on the tentacles, in the Euthyneura on the posterior pair 
of tentacles. In the Streptoneura these eyes are placed at the outer 
side of the base of each tentacle, and are borne on tubercles (Fig. 
44, A, c) which may fuse with the tentacles, and thus, in a number 
of instances, give the eyes the appearance of being placed half-way 
up the tentacles, as may be seen in the Potamidae among the Ceri- 
thiidae, in Cypraea, many Rachiglossa, certain species of ConiLS (Fig. 
144, V), and Pleurotouia : in the last named they are very near the 
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extremities of the tentacles in the sub-genera Drillia and Clavatula. 
The ocular tubercle is better developed than the tentacle in the 
Strombidae (Fig. 75 t), and finally the tentacle may be aborted and 

the eye appear to be placed on 
its summit {Tei'ehellum), It is 
really placed on its summit in 
Assiminea and in the adult ter- 
restrial Pulmonates or Stylom- 
matophora (Figs. 172, 177), 
but during the development of 
these forms it is some distance 
removed from it. In the basom- 
matophorous Pulmonates, and 
in the Opisthobranchia the eye 
Fio. 100. ^ is at the base of the tentacle. 

Axial section of the eye of Trochw nmbilioaris and in the latter grOUp SOme- 

lvr';^;S!d;i;l:ye^o"v^"'"' '"• '''" """• times at some distance from it 

and often buried beneath the 
integuments, especially in the Nudibranchia. As regards its struc- 
ture, the Gastropod eye typically consists of a retina or invagination 
of the tegumentary epithelium, in wliich sensory and pigment cells 
may be distinguished. The former are known as retinophora and 
are colourless ; their free extremities are much contracted, and their 
opposite extremities are continuous with prolongations of nerve- 
fibres. The latter, or retinulae, have expanded free extremities, and 
surround the retinophora. As these two kinds of cells arise by the 
differentiation of normal epithelial cells, they may not in all cases 
possess sharply defined characters, and may pass insensibly into 
one another : the colourless cells actually appear to be absent in 
the eyes of certain Opisthobranchia that are buried beneath the 
integuments. The visual organ is completed by accessory structures, 
of cuticular nature, secreted by the epithelium, and are more dis- 
tinct from one another in proportion as the eye is more highly 
specialised. These cuticular structures comprise the layer of rods 
and the refracting bodies properly so called. The layer of rods, or 
retinidia, caps the epithelial cells of the retina. These rods, little 
developed in the Aspidobranchia (Fig. 100, IV), attain their highest 
degree of specialisation in certain Rachiglossa (Strombidae) and in the 
Heteropoda (Fig. 101, B, VII). In the last named they are disposed 
in furrows perpendicular to the optic axis, an arrangement analogous 
to that found in another pelagic Gastropod, Gastropteron, The 
refractive elements are the crystalline lens — a spheroidal body 
formed of concentric layers, which does not as a rule fill the cavity 
of the eye — and a less dense cuticular substance, known as the 
vitreous body, which surrounds the crystalline lens. In its most 
primitive condition the visual organ consists simply of an entirely 
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retinal or pigmented invagination, still widely open to the exterior, 
whose epithelial cells are covered by a layer of rods, but the 
crystalline lens and vitreous body are altogether absent : this con- 
dition is realised in the Docoglossa. In a more advanced stage of 
specialisation the margins of the invagination become approximated, 
so that the ocular cavity, whose walls are pigmented throughout 
their extent, retains a small external aperture, through which water 
is admitted to bathe the crystalline lens : this condition may be 
seen in certain Rhipidoglossa, viz. Fleuroiomana, the Haliotidae, the 
Trochidae (Fig. 100), the Stomatellidae, and the Delphinukdae. 
Finally, the aperture of the ocular cavity is closed, and the crystal- 
line lens is covered in by two superimposed transparent epithelial 
layers, separated by a transparent layer of connective tissue. These 
two layers are (1) the internal cornea or "pellucida," a layer of 
small extent which is simply the anterior continuation of the 
retina, the two together forming the internal wall of the ocular 
sphere ; and (2) the cornea proper, which is external, and continu- 
ous with the tegumentary epithelium. This form of eye is found 
in all the Rhipidoglossa, with the exceptions mentioned above. In 
most other Gastropods the structure of the eye is practically the 
same as in the Rhipidoglossa with a closed cornea, with this differ- 
ence, that the pellucida is more and the pigmented retina propor- 
tionally less extensive. The retinal area becomes more and more 
restricted in proportion as the eye becomes more specialised — e.g, 
the Heteropoda — or ceases to be functional, e.g. Guivillea. There 
is often a blood space above the pellucida, as may be seen in 
Dolium, the Heteropoda, the Elysiomorpha, and the Basommato- 
phora. As regards the function of the eyes, it has been experiment- 
ally demonstrated that aquatic Gastropods are incapable of dis- 
tinguishing the form of objects, while the terrestrial species are 
able to distinguish them at a distance of one or two millimetres. 
The eye becomes rudimentary when it is buried in the integuments ; 
and further, it diminishes in size, though retaining its pigmenta- 
tion, in the following burrowing Gastropods: several Naticidae 
(Natica alderi, Amaura, etc.), various BuUidae (Scaphandery Fhiline, 
JJoridium, Gastropteran, etc.), the Pleurobranchidae, many Nudi- 
branchs, and some Pulmonates, viz. Siphoriaria, Auricula midae, 
and A, judae. The eye may also become rudimentary through loss 
of its retinal pigment, while still retaining its superficial position : 
this is the case in species living in situations beyond the reach of 
the light, whether they be abyssal species (Guivillea) or inhabitants 
of subterranean watera {Bithynia pellucida). Finally, regression 
may be carried so far that the eye, as a consequence of functional 
disuse, is wholly wanting in the adult state. This phenomenon 
may be seen in burrowing forms, such as various Naticidae, sundry 
species of Terebra, the Olividae (OUvella, Agaronia, Ancillaria), certain 
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Marginellidae and BuUia; in subterranean Pulmonates, such as 
Caecilianella and Helix haufeni; in abyssal Gastropods, such as 
Lepeta, Propilidium^ BathysciadiuTti^ Puncturellaj Cocadina^ a species of 
Eulima, Choristes, Oocorys, some species of Fossants, Addisonian a 
species of Chtysodomus, Pleurotoma nivalis^ Bathydoris, and Gonieolis ; 
in internal parasites, such as the Entoconchidae and JSnto- 
sijphon ; among pelagic Gastropoda in Janthina and the " Pteropoda." 




Fio. 101. 

Eye of PUroinicheau A, the whole left eye. 1, i-^tractor muscle; II, optic nerve; III, 
carina; IV, the pelliicida, or inner cornea, lacerated in onler to show the lens; V, lens; VI, 
outline of the pellucida. /J, sagittal section of the deeper part of the eye. I, lens; II, 
vitreous body; III, limiting membrane; IV, retina; V, carina; VI, optic nerve; VII, retinal 
rods on their stands ; VIII, i-etractor muscle ; IX, pigmented epithelium. (Aft^r Grenacher.) 

In addition to the cephalic eyes, certain species of Oncidiidae 
(Peroim) possess a large number of pallial eyes, situated on tubercles 
on the dorsal surface. Structurally these organs are character- 
ised by the fact that the retinal cells are reversed and their free 
ends are directed towards the interior of the body, the optic nerve 
traversing the retina, just as is the case in the vertebrate eye. The 
optic cavity is filled by a crystalline lens formed of a few large 
transparent cells. Another example of a pallial eye is found in 
(.'erithidea obtusa ; in this case it is single, situated in the interior of 
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the respiratory cavity at the anterior extremity of the osphradium, 
and in it also the optic nerve traverses the retina. 

6. Reprodwctive Organs, — The Streptoneura are dioecious, with 
the exception of the genera Batkysciadiuniy CoccuUtui^ ValiHita, Mar- 
smina, Oncidiopsis, Odostomia, Entodplion^ Entoconcha^ and Enteroxetws. 
All the Euthyneura are monoecious. 

In the dioecious Gastropoda sexual dimorphism is generally 
very slightly marked. The males are externally recognisable only 
by the penis, when this organ exists ; their shape, however, is more o , /. f 
elongate than that of the females, and their greatness is often smaller, . '^ 
as, for instance, in Rhipidoglossa, Faludiruiy Littoiiiia, various species 
of Crepidula, Fleurotoma, etc. : the most typical case in this respect 
is that of Laaina pallidula (Fig. 7), in which the females are on 
the average ten times as heavy as the males. In addition, sexual 
differences are sometimes found in the aperture of the shell (Littorina 
obtusata), in the operculum (some species of Centhium, Quoy and 
Gaimard), in the radular teeth (certain Buccinidae, Troschel), in 
the absence of the pedal sucker in the female Pterotrachea, of ten- 
tacles in the female of some Firoloida, and of the slit in the mantle 
in the male Fermettis, 

The gonad is always unpaired, even in the most archaic Aspido- 
branchia. It is generally placed on the dorsal side and at the 
summit of the visceral mass. It has the form of a racemose gland, 
made up of a great number of acini, and it may be compact or 
arborescent, with ramifications extending over and into the liver 
mass. In Aspidobranchia such as PleurotoTnaria^ the Trochidae, and 
Fissurellidae the gonad opens into the reno-pericardial duct, in the 
same manner as in some protobranchiate Lamellibranchs, viz. 
Solenomya, In all other Aspidobranchs, except the Neritacea, the 
gonad discharges into the kidney. In the Neritacea and Pectini- 
branchia the reproductive apparatus always possesses its own proper 
orifice, and there is a genital duct of greater or less length, which, 
however, is incompletely closed in various Melaniidae, Cerithiidae, 
Turritellidae, and Vermetidae. This duct opens into the pallial 
cavity to the right of the intestine in both sexes in the Ampul- 
lariidae, and in such forms as have not acquired a penis, that is to 
say, besides the four families mentioned above, in the Gapulidae, 
Hipponycidae, and Solariidae. In all forms the male duct or 
spermiduct differs from the female duct or oviduct in the fact that 
it terminates in a copulatory organ (Fig. 99, XI). In its less special- 
ised form the spermiduct is continued into a seminal furrow or groove 
(Fig. 85, v.d') which extends from the primitive genital orifice to 
the extremity of the penis, and is capable of being closed for part 
of its course, remaining open only in the neigh })ourhood of or on 
the penis. This condition is found in a large number of Taenio- 
glossa, viz. Ampidlaria, the Littorinidae, Modulidae, Struthiolariidae, 
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Chenopodidae, Cassididae, Doliidae, Trotonidae, Naticidae, Cyp- 
raeidae, Calyptraeidae, Xenophoridae, Strombidae (Fig. 75, s.pr) ; and 
in some Stenoglossa, viz. the Muricidae, MagUus, Foluta, Lyria^ the 
Harpidae, Terebra, and in all the Heteropoda. In all other forms, 
that is to say, in a certain number of Taenioglossa and almost all 
the Stenoglossa, the spermiduct is closed in for the whole of its 
extent and the penis is hollow (Fig. 44, h). Thus the male orifice is 
secondarily removed to the extremity of the penis, and consequently 
is at a considerable distance from the primitive position of the 
genital aperture, a position which is retained by the female aper- 
ture. A penis exists in the Neritacea among the Ehipidoglossa, 
and in all the Pectinibranchia, with the exception of those families 
of the Taenioglossa enumerated above. When it does not exist 
copulation cannot take place, and the ova are fertilised in the sea 
by contact with the spermatozoa emitted by the male. The penis 
exists only in a rudimentary form in sedentary species, but in all 
others it is a well-developed, non-invaginable excrescence, situated 
on the right side of the anterior part of the body, except in cases 
of situs invei'susy when it is on the left. All the aerial Streptoneura 
are necessarily provided with a penis, since in them copulation is 
indispensable. But the penis is not homologous throughout the 
group; it is developed at different parts of the body, at the point 
where the spermiduct ends. Thus the Neritacea have a cephalic penis, 
as has also Pakidina^ whose penis is a part of the right tentacle. In 
the AmpuUariidae and Cyclostomatidae the penis is developed from 
the mantle, but in all other forms it is exclusively of pedal origin. 
Sometimes it is provided with an external whip-like appendage or 
fiagellum : such is the case in many Taenioglossa, viz. nearly all 
the Littorinidae except CremnoconchvSy in Dolium, and especially 
in Ilydrobiay Bithjiiia, the Naticidae, the Lamellariidae, and the 
Heteropoda. 

The genital ducts are rarely provided with well-differentiated 
accessory organs in the dioecious Gastropoda. In certain cases there 
is a glandular tract in the oviduct, which is sometimes specialised 
to form an albuminiparous gland (Ampullaria, Paludina, the 
Naticidae, Lamellariidae and Calyptraeidae, Tnton and Cassidarw). 
There is a copulatory pouch or receptaculum seminis in the 
Neritacea, Paludinidae, Cyclostomatidae, and Heteropoda, In some 
Neritacea — viz. Nerithuiy NeHta^ Navicelluy etc. — the receptaculum 
has its own external opening distinct from the oviducal apertuie ; 
this probably corresponds with the right kidney of other Ehipido- 
glossa, which in this case has been lost by the male sex (Thiele). 
In some freshwater Taenioglossa, e.g, Tangamjida (Fig. 78) and 
Melajiia episcopalis (Fig. 109), the oviduct is continued into a ciliated 
groove which leads to an incubatory pouch situated in the head ; 
this pouch has been homologised with the penis by Moore. The 
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males of Ampulhria and the Heteropoda also possess a vesicula 
seminalis, and the penis frequently is furnished with well-marked 
superficial glands (Littoiinidae, Cassis, Terebra, and the Heteropoda). 
In some Taenioglossa, such as FcUudina and Pteroceras, and in 
several Stenoglossa, such as Murex^ Nassa, Purpura, etc., there are 
two kinds of spermatozoa, the one normal and filiform, the other 
vermiform ; the function of the latter kind is not yet explained. 
In Paludina, for example, these two kinds of spermatozoa exist in 
equal quantities, but the filiform kind, with a single cilium, 
originate from spermatids which have increased but little in size 
during the growth period, and contain the normal quantity of 
nuclear substance : these are the eupyrenic spermatozoa of Meves. 
The vermiform spermatozoa, on the other hand, have about six 
cilia apiece, originate from spermatids which have increased largely 





Fig. 102. 

Follicles of the heniiaphro(lit<» fjonads of Euthyneura. Aj of 1Idix\ B, of Kolis. a, ova; 
h, developing 8i)erraatozoa ; c, common efferent duct. (From Lankester, after Gegenbaur.) 

in size during the growth period, and contain only a small quantity 
of nuclear substance : they are known as oligopyrenic spermatozoa. 
In the monoecious Gastropods the gonad ordinarily occupies 
the same position and has the same relations as in the dioecious 
Streptoneura, but it may be much more subdivided, especially in 
certain Nudibranchs, viz. Phyllirhoe (Fig. 161, y) and Elysiomorpha. 
It has always a duct with its proper external orifice and a penis 
which is invaginable in most Euthyneura, but this latter organ is 
absent in hermaphrodite parasitic Streptoneura. The gonad differs 
from that of the dioecious Streptoneura in producing ova and 
spermatozoa in the same individual. In the most simple arrange- 
ment the two kinds of genital products are developed side by side, 
as may be seen in Valvata and in the majority of the Tectibranchia 
and Pulmonata (Fig. 102, A). In the more specialised condition 
there are male and female acini, the latter opening into the 
spermatogenous sacs in Oncidiopsis, the Pleurobranchidae, the 
majority of the Nudibranchia (Fig. 102, B), with the exception of 
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the Elysiomorpha. Entoconcha, Enteroxenos, and Bathysdadium are 
the only genera in wliich the male and female acini are quite 
distinct. In its most primitive condition the genital duct is 
hermaphrodite, that is to say, it is a spermoviduct throughout its 
length, and is therefore called monaulic. It generally is provided 
with an internal double longitudinal fold. The hermaphrodite 
aperture is situated on the right side, near the opening of the 
pallial cavity, and is connected by a ciliated seminal groove with 
the more anteriorly situated penis. This condition is found in the 
BuUomorpha (Fig. 98, s,g) in general, including the Thecosomata ; in 
the Aplysiomorpha (Fig. 154, i\ including the Gynmosomata (Fig. 
84, IV, XI); and in the Pulmonata Pythia (Fig. 171). The edges of 
this seminal groove unite to form a complete tube in Carolinia longi- 
rostris among the BuUomorpha, and among the Pulmonata in all the 
Auriculidae except Pythia, and as a consequence the primitive 
genital aperture serves only for the emission of the female pro- 
ducts, the male products passing through a spermiduct closed 
throughout its extent. In subsequent stages of evolution of the 
genital duct the spermiduct takes its origin from the hermaphro- 
dite duct above the external opening: this latter duct, therefore, 
bifurcates or becomes "diaulic," the female branch of the duct 
opening by the primitive hermaphrodite orifice. This condition is 
characteristic of Falvata and Oncidiopsis (Fig. 103), of Aciaeon and 
LoUger among the BuUomorpha, of the Pleurobranchidae and the 
Nudibranchia except the Doridomoi-pha and most of the Elysio- 
morpha, and of the Pulmonata. At the point of bifurcation the 
male and female sections of the duct are separated by a narrow 
slit, which only allows the spermatozoa to pass. In this case 
therefore, as in the dioecious Gastropoda, the female orifice 
remains in the same place as the primitive genital aperture, and 
the male orifice is carried far forward, to the extremity of the 
penis. The two external orifices, male and female, are thus at some 
distance from one another, as may be seen in Volvata, Oncidiopsis 
(Fig. 103,/.o, jf?e), the Basommatophora in general, the Oncidiidae 
(Fig. 59, o.fy o.m), and Va^finula (Fig. 87, o.f). But the female 
aperture itself may be secondarily shifted from its original position, 
and come so near to the penial aperture as to be contiguous to it, 
a condition found in the Pleurobranchidae and the Nudibranchs in 
general ; or the two apertures may reunite in a common cloaca, as 
in the Stylommatophora (Fig. 177, II), Siphonaria, and Amphihola, 
In these various cases the female duct, like the hermaphrodite duct 
of the monaulic forms, bears a bursa copulatrix or receptaculum 
seminis, which in certain stylommatophorous Pulmonates, such as 
Helix aspersa., Clausilia, etc., is provided with an accessory branch 
(Fig. 104, E,s). 

A third differentiation of the genital ducts is brought about 
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when the female duct becomes bifurcated through the separation 

of the bursa copulatrix, the latter acquiring a separate external 

aperture but remaining in connection with the oviduct by its 

deeper extremity. In this manner two female orifices are 

formed ; the one is the copulatory orifice, the other is the 

oviducal orifice serving for the passage of the ova. The genital 

duct is thus trifurcated or " tri- 

aulic," a condition which is not 

found in any Pulmonate, but is 

confined to certain Nudibranchs, 

viz. the Doridomorpha and the 

majority of the Elysiomorpha 

(Fig. 105). a^ 





Fig. 108. 

Oncidiopdjf, hermaphrodite genital 
apparatus, donial view, a.g, albumiiii- 
parous gland ; /.o, female orifice ; g.g, 
hermaphrodite gonad ; jte, penis ; pr, 
prostAte ; r.s, receptAculum seminia : 
so, spernioviduct ; sp, spermiduct ; s. v, 
seminal vesicle. 



Fio. 104. 

Hermaphrodite reproductive appara- 
tus of Helix horUmis. d, digitate acces- 
sory glands on the female duct; E.d, 
albuminiparous gland ; Jl, flagelluni ; p, 
penis ; p.s, calci^rons gland or dart-sac 
on the female duct ; li.s, receptaculum 
seminis or spermatheea, oi)ening into the 
female duct ; u, uterine dilatation of the 
hermaphroditic duct ; v.d, spermiduct or 
vas deferens ; v.e, hermaphroditic duct ; 
r, ovo-testis. (From liay Lonkester, 
after Gogenbaur.) 



The penis is invaginable in all the Eutliyneura with the 
exception of Adaeon (Fig. 148, VI) and Umbrella, It is a pedal 
structure in nearly all Opisthobranchia, but in Umbrella it is 
cephalic. In the majority of Pulmonates the penial nerve arises 
from the cerebral ganglion, but the fibres of the nerve originate 
from the pedal and only traverse the cerebral ganglion. In 
monaulic species the penis often bears an appendage, and 
occasionally chitinous accessory structures : there is a single 
stylet in several species of Flanorbis, in Olaucus, and many other 



Digitized by LjOOQIC 



128 



THE GASTROPODA 




Nudibranchs, the stylet being contained in a special pouch in 
certain species of Doris: in some other Nudibranchs there are 
multiple stylets. 

In addition to the bursa copulatrix, there are numerous and 
various accessory genital organs in the hermaphrodite Gastropoda. 
An albuminiparous and a mucous gland are found on monaulic ducts, 

generally near their distal end (Fig. 171, 
muc). In the diaulic Pulmonata there 
is a large albuminiparous gland on the 
hermaphrodite section of the duct (Fig. 
104, E.d\ and on the female part of the 
duct of Basommatophora there is an 
albumen gland corresponding to the 
uterine glands of Stylommatophora (Fig. 
104, u). The diaulic and triaulic Opis- 
thobranchs have also contiguous albumen 
and mucous glands on the oviducal part 
of the genital duct. The terminal portion 
of the oviduct of Stylommatophora is 
further provided with a glandular zone 
(Zanites), or with two multifid vesicles 
with a variable number of ramifications 
(Fig. 104, d). Opening between the 
two is a special pouch — seemingly a 
specialised multifid vesicle, which secretes 
a sharp calcareous dart (Fig. 104, p,s). 
Before copulation the dart-sac is evagin- 
ated together with all the terminal 
part (vestibule) common to the repro- 
ductive organs, and the dart, which is caducous, pierces the 
skin of the conjugate. The spermiduct is sometimes furnished 
with a more or less elongate " prostate " gland, as in Vcdvaia^ 
Oncidiopsis (Fig. 103, pr), various Bullomorpha and Elysiomorpha 
(Fig. 105, pr). The penis of certain Stylommatophora is provided 
with a long hollow caecum, the "flagellum" (Fig. 104,/), in the 
interior of which is secreted the spermatophore or capreolus. 
This is a thin-walled chitinous tube closed at one end and cleft 
at the other and filled with a quantity of sperm. When there is 
no flagellum the spermatophore is formed by the deeper portion 
of the penis. Sometimes the sperm atophores are furnished with 
denticulations and even with arborisations (Fig. 106). 

The hermaphrodite gland (gonad) does not liberate ova and 
spermatozoa simultaneously, the discharge of the former occupying a 
very short time after copulation. Generally speaking, the hermaph- 
roditism is protandric, the spermatozoa being the first of the 
genital products to come to maturity. This hermaphroditism is 



Fio. 105. 

LimajMntia, reproductive appara- 
tus, dorsal aHpect. a.d, albuiiiini- 
parous duct ; a.g, albuminiparous 
Vfland ; h.d, hermaphroditic duct ; 
h.g, ovo . testis ; m.g, mucous ovi- 
ducal Kland ; o.o, oviducal orifice ; 
OP, oviduct ; p, peniit ; pr, pros- 
tate ; r..*, ri'CHptaculum sominis ; sj\ 
Hpermiduct; vo, vulva. 
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not self-sufficient^ and the union of two individuals is necessary for 
fertilisation. There are, however, instances of Pulmonates which 
have been insolated from the time of birth and have nevertheless 
laid eggs which have developed (Zonites cellanus, Limnaea). In all 
species possessing a penis, fertilisation is effected by copulation; 
in species without a penis — e.g. Paidla — artificial fertilisation 
is possible. During the venereal act the penis is thnist into 
the bursa copulatrix, when this latter structure is present, and 
discharges into it a quantity of sperm which subsequently fertilises 
the ova during their passage down the oviduct. Copulation and 
the act of oviposition that follows it take place at various seasons. 
In temperate regions they continue from early spring onwards, 
extending even into the winter, as is the case in Patella in the 




Fig. 107. 

Two JAm-Mua stagnalis in copulation, 
Spermatophore of Nanina the left one acting m male. I, tentacle 

wallaoei, magnified. (After and eye; II, iwnis; III, foot; IV, buccal 

Pfeffer.) veiL (After Stiebel.) 

Atlantic and Trochus striatus in the Mediterranean. In the 
stylommatophorous Pulmonates with a common genital orifice, the 
two copulating individuals mutually fertilise one another, each 
one acting as male and female, and the same is the case in the 
majority of Nudibranchs. In the hermaphrodites with distant 
genital apertures the same animal may act as male and female, 
but as a rule not simultaneously, unless, indeed, it unites with 
two or more individuals to form a chain, as may be seen in 
Limnaea^ the Aplysiomorpha, etc. The copulation of two 
individuals is efiected in the same manner as in the dioecious 
Gastropoda (Fig. 107). 

III. Embryology. 

The eggs may be laid or may develop within the maternal 
organism. In the oviparous species that do not copulate, the 

9 
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unfertilised ova are generally laid one by one and are not united 
by an accessory envelope (Patellidao, HalioiiSy certain Trochidae of 
the sub-genera Qibhula and Trochocochlea), but in Fissurella and in 
Trochidae of the sub-genus Zizyphinas they are united by a 
gelatinous investment. In the species that copulate the ova are 
deposited within a few days after the act of copulation, the time 
varying from one day in sundry Nudibranchs to as many as fifteen 
days in some species of Helix, The nidus may assume very various 
shapes. In aquatic species the shells surrounding the eggs may 
be embedded and united in a single gelatinous mass, which may be 
ribbon-shaped, more or less coriaceous, attached in littoral species, 
floating in pelagic species. This is more especially the case in the 
Euthyneura — viz. in the Basommatophora and Opisthobranchia, in 
which the ribbon is often coiled into a spiral — and also in many 
Taenioglossa (Littorinidae, Kissoidae, Hydrobiidae, etc.). In such 
cases each egg-shell contains a single ovum. Again, the egg-shells 
may be coriaceous (Rachiglossa), more or less independent, simply 
attached to one another {Buccinum^ Fusus, Pyruta\ or fixed side by 
side on a common support {Purpura, Murex, Nassa, Fig. 108, 
TrophoUj Foluia, etc.). In this case each shell contains a consider- 
able number of ova, but all of them do not complete their develop- 
ment. As special forms of nidus may be mentioned that of 
Natica, in which the eggs are united by agglutinated sand into a 
homy-looking ribbon coiled in a ring; that of Lamellaria, whose 
eggs are deposited in a sort of nest excavated in colonies of 
Synascidians. Finally, various forms of Streptoneura attach their 
eggs to various parts of their bodies, and 
thus appear to be more or less incubatory, 
as, for instance, Hipponycidae and Capu- 
lidae (in Calyptraea the eggs are attached 
below the neck) ; or they may attach them 
to the external surface of the shell, e.g, 
Neiitinay Hydrohia ulvae, and in excep- 
tional cases Pissoa ; or to the internal face 
of the shell, e.g. Vermetus (Fig. 45, ov). 
In the oviparous Janthinae the eggs are 
attached to the float (Fig. 135, h). 

The stylommatophorous or terrestrial 
Pulmonates generally lay in the earth 
, * ' . . isolated ova enclosed either in a gelatinous 

BRff-capsule of Ncuta rrn^nUoto, , , j. . ^v . ^ »n i 

X 12. 0, aperture ; ov, eggs. envelope {LimuXy ctc.) or in a calcined 
shell, e.g. certain species of HeliXy Testacellaj 
etc. In Bulimus these eggs may attain a length of three centi- 
metres, thus exceeding in size the eggs of many birds. The eggs 
of Ampullaria have also a calcified envelope; they are laid in 
the water and are agglomerated together. When Succinea lays its 
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eggs in the water it surrounds them with a gelatinous mass, like 
the basommatophorous Pulmonates. 

In the ovoviviparous Gastropoda the progeny are bom living 
after undergoing their development within the parent They 
develop in the terminal portion of the oviduct in the following 
Streptoneura : Fahndma^ Typhobia; various species of Melania 
(Fig. 109), LUtorina, Cymha^ JarUhina, Nassopsis, and the Entocon- 
chidae; in the Opisthobranch Halopsyche; and in numerous Pul- 
monates — ^viz. Glandina algira, Rhytida aequdis^ SelenUes voyarms^ 
Helix rupestris, H. inversicohi\ H, inaequalis, H, unidentaia, H. 
erronm, H, stvderiana^ Patvla cooperi, Acanthinula haipa, the genera 
Partula, Bdea, Coeliaxis, Pupa musconimy P. umbiUcata, P, cylindracea, 
Chusilia ventricosa, C, simUis, Achaiirui alabaster^ and A. zebra^ 
Stenogyra mammillata (Fig. 8), S, odonOy S, terebrasUr, S, domini- 
ciensiSf S. decollata^ S, lamellata, Ferussacia foUiculus, F. lamelliferay 




Fio. 109. 

Melania ejrlscopalis^ out of iU shell, shovring the female genital apparatus, right-side view, 
a, anus ; 6.0, brood-pouch opening ; b.p, brood-pouch ; /, foot ; g.gr, genital ciliated groove ; 
g.Ot genital orifice ; m, mouth ; ocj eye ; od, oviduct ; op, operculum ; or, ovary. (After Moore.> 

F, procervla, F. deUlis, Vaginula vivipara. The embryos develop in 
a special incubatory pouch excavated in the interior of the foot 
and connected with the extremity of the ciliated canal which passes- 
from the female orifice to the head in Melania episcopalis (Fig. 109, 
b,p.) and Tanganyicia rufofilosa (Fig. 78, b.p). 

In viviparous Gastropods the ovum contains but little yolk^ 
but in other forms the quantity of deutoplasm is greater, and is 
especially large in a number of Eachiglossa, such as Nassa^ etc. 
The segmentation of the ovum is always total, and, except in cases 
in which the deutoplasm is scanty (Paludina), it soon becomes 
irregular. As a rule in Aspidobranchia, Taenioglossa, and Pul- 
monata, the two first cleavage planes are meridional, the first 
separating the right and left halves of the future animal. The 
third cleavage is equatorial and cuts off the micromeres at the 
animal pole from the macromeres at the opposite pole, so that, as 
a rule, there are four macromeres from the beginning (Fig. 9, A, B). 
These macromeres give rise to two more generations of micro- or 
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ecto-meres, and the latter proliferate very rapidly. In such forms 
as Patellay Planorbis, and Limax, the blastula formed in this manner 




Fio. 110. 

Development of the river-snail {Paludina vivipara), in which the mouth and stomodaenm 
are formed independently of the blastopore, the latter i)er8i8ting as the anus, ae, archenteron, 
or endodermic cavity ; an, anus ; W, blastopore ; d.c, directive or polar corpuscle ; d.v, velar 
area or cephalic dome ; /, foot ; m, mouth ; mes, rudiments of the mesoderm ; p.i, pedicle of 
invagination, the future rectum ; sh.gl, the shell-gland ; «.m, site of the as yet unformed mouth ; 
vr, velum. A, Gastrula phase (optical section). B. the Gastrula has become a Trochosphere 
by the development of the ciliated velar ring (optical section). C, side view of the Trochosphere 
"with commencing formation of the foot, i), farther advanced Trochosphere (optical section). 
/?, the Trochosphere passing into the Veliger stage ; dorsal view showing the formation of the 
shell-gland. F, side view of the same, showing foot, shell-gland, velum, mouth, and anus. 
(/^fterLankester.) 

contains a lai*ge blastocoel between the micromeres and macromeres, 
but in other Gastropods this cavity is much reduced. In some 
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types such as PaJudina, Planorbis, etc., the endodenn formed by the 
macromeres is invaginated into the ectodermic layer formed by the 
micromeres, but in many cases, in consequence of the far more rapid 
multiplication of the micromeres and the much larger size of the 
macromeres, gastrulation is effected by epiboly, and the endodenn is 
invaginated at a later period; in this case the endodermic cavity 
or enteron is of small size. In most cases the blastopore closes, 
and the definitive mouth is formed by a new invagination at the 
point of closure : it is only in Paludina that a portion of the blasto- 
pore remains open and becomes the anus (Fig. 110, C, bl; F, an). 
The mesoderm is formed as two primary mesomeres from the more 
posterior of the two primitive macromeres (Fig. 11, mes). The 
mesodermic organs (definitive kidney, heart, etc.) do not arise until 
a late period, their place being taken, during the development, 
by provisional larval organs, 
such as superficial contractile 
sinuses and larval kidneys 
(Figs. 114, 118). 

The ciliated trochosphere 
larva is sometimes consti- 
tuted at a very early period, 
before the formation of the 
mesoderm — e.g. in Patella, 
Acmaea, and Trochus — and in 
such cases the embryo be- 
comes free at once. But in 
most cases the larva is not 





S7ir- 



FlQ, 111. 

Young veliger otTrochm, ven- 
tral aspect. /, foot ; m, mouth ; 
jKi, mantle ; pa.c^ pallial cavity ; 
9h, shell ; w, velum. (After 
Robert.) 



Fio. 112. 

Larva of Cavolinia tridenUxta, ventral aspect, 
a, anus ; /, median portion of the foot ; /i, 
heart ; i, intestine ; A'n, contractile sinus ; 
m, mouth ; vih, mantle-skirt ; mr, subpallial 
chamber ; of, otocyst ; n/i, lateral lobe of the 
foot (the future left tin) ; «■/, shell ; r, kidney ; 
«, oesophagus; <r, sac containing nutritive 
yolk. (From Lankester, afier Fol.) 



hatched out until a much later period, and a large part of the 
development is effected within the egg envelope. The larva — whose 
shell is often different from that of the adult — is characterised by 
its velum and by some other external or superficial larval organs. 
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The velum is the locomotory ciliated ring, which arises antero- 
-dorsally (Fig. 110, C, tv) and circumscribes the apical area. As in 
the Amphineura, it is only slightly prominent in the most archaic 
marine Aspidobranchia {Patella, Fig. 14, Acmaea, Trochus, Fig. Ill, 
ve)y but in other Gastropods it becomes more and more prominent, 
and eventually gives rise to a natatory velum formed of two 
lateral lobes with ciliated margins (Fig. 112). These lobes may 
in turn be subdivided into two (Fig. 121, ve) or three secondary 
lobes (for example, in Atlanta and in ^^ Ethella" a larval form 
attributed to one of the Strombidae). In viviparous species, or in 
forms like Cenia and the Pulmonata, in which the young are 




Fig. 113. 

Trochosphere of Patella, in the 34th hour. I, tlagellum in the apical area ; II, left lip of the 
blastopore; III, blastopore; IV, velum. (After Patten.) 

hatched in the adult condition, the velum becomes rudimentary or 
disappears altogether ; in the Basommatophora (Fig. 119, A) it is 
developed to a slight degree, but only on the sides, and is not con- 
tinuous ; in the Auriculidae, Siphonariidae, and Oncidiidae, however, 
all of which are marine, a normal velum is present. 

The foot is always very short at first (Fig. 1,/), being repre- 
sented by a mere papilla, which in sundry instances is formed from 
two paired rudiments (Fig. 113, II) situated between the two ex- 
tremities of the primitive blastopore when this latter structure 
is elongated. The operculum is formed early, and exists in all 
testaceous larvae, even in cases in which the adult possesses neither 
shell nor foot : the only exceptions to this statement are the 
Pulmonata (excepting the Auriculidae, the Amphibolidae, and the 
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Siphonariidae), the Cavoliniidae, and the Gymnosomata. The 
pedal glands are formed by ectodermic invaginations, and in some 
species exist in the larva though they are absent in the adult 
(Furjpfwra), 

The preconchylian invagination or shell-gland (Fig. 110, zli.gl) 
appears at the beginning of development in the centro-dorsal area 
behind the velum, on the side of the body opposite to the blastopore. 
It is surrounded by a ridge which gradually extends over the visceral 
sac and secretes the shell (Fig. 117, sh). In some Stylommatophora 
— viz. Clausilia and SuccineUy a pallial sac is formed which covers up 
the shell, but eventually opens again. The shell grows in thickness 
internally, fresh matter being added to it from the external surface 
of the mantle, but its increase in extent is dependent on the 

activity of the border of the 




mantle, where there are special 
glands which degenerate when the 
animal reaches the adult state. 
It is only at this period that the 
aperture of the shell acquires a lip, 



Fia. 114. 

Embryo of Vermftus, ventral 
aspect. I, velum ; II, contractile 
Hinus ("embryonic heart"); III, 
opening of the pallial cavity ; IV, 
shell ; V, foot ; VI, lea eye. (After 
Salensky.) 




Fio. 115. 

I^arval shell of AVL-wf/ irticvlata, 
ventral asi>ect, x 80. A, hook of 
the dorsal e«lge of the ai)erture ; si, 
future canal or shell-siphon ; 5p, 
spire. 



or is contracted in various ways to form, for example, the linear 
aperture of Cijpraea, Cavoliniii, etc. In Gastropoda that are naked 
in the adult state, the shell falls off soon after the reduction of the 
velum (Fig. 116), but in Cenia, Biincina, and Vaginula the shell- 
gland and shell are not developed, and the young animal, at the 
time of escaping from the q^^ has already the naked form of the 
adult. 

The superficial contractile sinuses are portions of the wall 
of the body, temporarily modified to ensure the circulation of the 
nutritive fluid in the system of cavities destined to become the 
circulatory apparatus of the adult. In the walls of these sinuses 
are muscular elements, whose fibres are sometimes disposed in 
regular meshes, as, for example, in the nuchal sinuses of the 
Rachiglossa. These organs are acquired in the coiu'se of ontogeny, 
and are developed in different regions : they are frequently found 
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between tlie foot and anus, in front of the pallial cavity, e,g. 
Helix, Bithynidy Vermetus, the Rachiglossa, and nearly all the marine 
Gastropoda, including the "Pteropoda," Heteropoda, and Nudi- 




Fio. 110. 

Larvae of EoLis {Galviiia) exigua. A, on the spcoiul 
day, left-side view. I, radula ; II, foot ; HI, otocyst ; 
IV, oi>erculum ; V, shell. B, on the third day, after 
the loss of the shell, dorsal aspect-. I, eye ; II, left 
liver lobe; III, foot; IV, anus; V, octocyst ; VI, 
radula. (After Schultze.) 




branchia. This sinus is displaced, together with the pallial aper- 
ture, along the right side towards the neck (Fig. 114, II), and 
finally is partly contained in the pallial cavity. In the Basom- 
matophora there is a velar dorsal sinus, and in the Stylommatophora, 




'Vit 



Fio. 117. 
Helix asi^trsa^ embr>'0 of the tenth day. right-side view, coq, shell ; o.ca.c, external opening 
of the cerebral cavity ; p, foot ; j>«, mantle ; ;x>, contractile vesicle or podocyst ; Uf\ the true 
tentacles ; Uf'\ labial palp ; vit, vitellus. 

Anoiiy LiraaXy Clausilui, Helixy etc., but not in Succinea, there is a 
caudal vesicle, known as the pedal sinus or podocyst (Fig. 117, po). 
The larval kidneys are paired and generally symmetrical organs 
situated at the anterior end of the body, immediately behind the 
velum or apical area. In the marine Streptoneura they are caducous 
ectodermic projections, in which the products of excretion are 
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accumulated. In the Opisthobranchs they are closed pouches ; in 
Faludiiuiy Bithynm, and the Pulmonates they are canals opening to 
the exterior. In the last-named group these organs consist of tubes 
of ectodermic origin, each of which bears an ampulla on the middle 
of its course, and its internal portion is formed of perforated cells 
and ends internally in a closed flame-eell. In the Basommatophora 
(Fig. 118, re) these cells of the larval kidney are four in number, 
three being perforated and one a flame-cell. These organs are 
absent in Vaginulu, 

The nerve-centres and organs of special sense originate from the 
ectoderm, almost always from an ectodermic thickening on the buccal 
side of the apical organ of the larva (Crepidula), but in Vennetus and 
the Cavoliniidae an ectodermic invagination has been described as 
taking part in the formation of each cerebral centre. Again, in the 




Fio. lis. 

Embryo of Liiiiiwta stagtuUis^ viewed from the riglit aide, a, anus ; r.rj, cerebral ganglion ; 
/, foot; int inteMtine; wi, mouth; o.r, aperture of the embryonic kidney; pa, mantle; ro, 
ladula ; rr, embryonic kidney ; sh, shell ; «(, utomach ; iri, vitellus. (After Erlanger.) 

Pulmonates, even if the principal part of the cerebral centres is formed 
from an epithelial thickening, the posterior accessory lobe origin- 
ates from a subsequent ectodermic invagination (Fig. 117, o.cax) 
— the " cerebral tube " — the cavity of which generally disappears 
after the animal is hatched out, but persists in the adult Flarwrbis 
and Limnaea. The eyes arise in the velar field, near the cerebral 
centres, and are formed by invagination in the Aspidobranchia, 
PaludinUy the Stylommatophora, etc., but from thickenings in 
VermeiiiSy and frequently after the veliger larva is hatched, as, for 
example, in many Nudibranchia, with the exception of the Tergi- 
pedinae (Fig. 6 1 , e). The otocysts are always formed at an early stage, 
on the antero-lateral aspects of the foot, by invagination in the 
majority of marine Gastropods, but from ectodermic thickenings in 
many Pulmonata. At first they invariably contain a single otolith, 
even in the species which in the adult state possess multiple 
otoconia. In pelagic larvae the otocysts may often be seen to be 
asymmetrical, and sometimes the tentacles share this peculiarity. 
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As regards the formation of the internal organs of the adult, 
the stomach, the liver, and nearly the whole of the intestine arise 
from the endoderm. The liver lobes are formed before the 
absorption of the nutritive sacs borne on the posterior part of 
the larval stomach. The proctodaeal invagination, placing the 
intestine in communication with the exterior, is always of small 
importance, but, on the other hand, the buccal bulb and oesophagus, 
with their numerous accessory organs, are formed from an im- 
portant stomodaeal ectodermic invagination, which always corre- 
sponds in position with the extreme anterior end of the blastopore, 
whether the latter is closed or remains open. The remaining organs 
are formed in the same manner as in other MoUusca, as has been de- 
scribed in the first chapter, and the ontogeny of the Gastropoda does 




Fio. 119. 

Embryos and larvao of various Molluscs, after the ventral flexure and before the torsion (for 
A\ ventral aspect -4, Gastropod (Limnoea, after Fol) ; £, I>e»Ua/iwwi (after Lacaze) ; C, Lamelli- 
branch (Drct««»L9{a, after ^ileisenheimer) ; D, Cephalopod (Oigopsid, after Grenacber). a7t, 
anus ; a?-, anus ; 6, eye ; /, foot ; /«, funnel ; y, gill ; wi, mouth ; ot, otocyst ; jw, mantle ; fa.o^ 
posterior pallial orifice ; pe.fl, pedal ganglion ; s/t, shell ; w, velum ; ri, vitellus. 

not exhibit any special features other than certain post-larval meta- 
morphoses and the torsion produced during development (Fig. 51). 
Up to the trochosphere stage the larva is strictly symmetrical 
(Fig. 14, B), but afterwards the torsion sets in, as a result of which 
the asymmetry characteristic of adult Gastropoda is established. 
At first the aperture of the pallial cavity and the anus are always 
posterior (Fig. 118), as is the case in all symmetrical Molluscs (Fig. 
22, A, B, D, E) ; then they are carried forward by a veiiiral jleTmre 
(Fig. 119) in the same manner as in the Cephalopoda, Scaphopoda, 
and many Lamellibranchia. But in the Gastropods a lateral torsion 
is superadded to this primitive flexure, causing the pallial aperture 
to pass from the postero- ventral surface (Fig. 51, A) over to the right 
side (Fig. 51, B), and thence to the antero-dorsal surface (Fig. 51, C). 
If the animal be supposed to have the mouth turned towards the 
observer, this torsion may be seen to follow the movements of the 
hands of a watch (Fig. 52). 
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Post-larval metamorphoses occur in various cases. The velum, 
as seen above, disappears, being absorbed by a process of phago- 
cytosis. In various genera the operculum falls off, and so also does 
the shell in naked forms (Fig. 116, B) and in LaineHaria, in which a 
new shell is formed replacing the larval shell or EchiTwspira. 

It is only in rare cases that a second larval form exists after the 
disappearance of the velum and before the adult state is reached ; 
this is the case, however, in the gymnosomatous " Pteropods," in 
which three transverse and parallel ciliated rings are formed before 
the fins are completely developed (Fig. 120). The most anterior of 
these rings is made up of inter- 
rupted portions; the two others, 
on the contrary, are continuous, 
and are situated respectively at 
the middle of the body and near 
the aboral extremity. These two 
continuous ciliated circles, and 
especially the more posterior, are 
preserved till a very late period, 
and sometimes persist in the adult, 
whose habits do not differ from 
those of the larva (Fig. 155). 

Sooner or later after their ex- 
pulsion from the oviduct, or after 
the nidus is laid, the eggs are 
hatched out : after a period of some 
twenty hours in Trochus, after ten 
days in certain Nudibranchs (Ter- 
gipes\ at the end of eighteen days 
in others (Cenia\ after three or four 
weeks in Limnaea, after more than 
a month in Valvata and certain ^''"- ^2^* 

species of Arion smd Limax. It is V*"?* o*" -^i';'"?''^'^^^^^ au$i,aiis, 

* . . ventral aKpect. '«, inouth ; c.r.a, anterior 

only in exceptional cases that the cillatod riun; ccm, middle ciliated rinK; 

^ i. -L J i. '.li. i-L c.cp, ix)8t<'rior ciliated ring; na, tin; jk 

young are hatched out with the foot. (Atttr Racovitza.) 
characters of the adult, but this 

is the case in all the Pulmonates — with the exception of 
the Siphonariidae which have a marine veliger larva — in the 
Opisthobranchs Cenicc and Runcina^ and in sundry Streptoneura 
such as Littorina and Lacuna among the Taenioglossa, and Purpura 
and Buccinum among the Rachiglossa. In normal cases the young 
Gastropods are hatched out as free-swimming or pelagic veliger 
larvae (Fig. 61). This veliger has a very small foot and a more or 
less voluminous velum, the latter organ being smallest in the least 
specialised forms, such as Trochus (Fig. Ill), Patella, Fismrella, etc., 
and is the characteristic larval form in most opisthobranchiate 
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Euthyneura and in the majority of Streptoneura. Even in those 
Gastropods that are hatched out in the adult form, the veliger stage 
can generally be recognised, in a more or less reduced condition, 
within the egg membranes, t,g, in Buccinuvij Cenia^ the basommato- 
phorous Pulmonates. In all Gastropods the velum is reduced in 
proportion as the foot develops; nevertheless, in a considerable 
number of pelagic larvae the veliger stage is preserved for a long 
time, and the velum persists, and often develops excessively long 
lobes even after the creeping foot is fully and normally developed : 
such is the case in " Macgillivraya '' (Fig. 121), " Agadina" " CMe- 
tropis," " SiniLsigera,'' *' Echinospira," etc., all of which are special 
pelagic larval forms of Streptoneura which were long considered to 





** Macgillivraya" pelagic larva of a siplionate 
Streptoneurous Oaatropcxl (Dolinm), ventral asi^ect, 
X 12. /, foot ; TO, mouth ; sh, shell ; si, siphon ; te, 
tentacle and eye ; re, lobes of the velum. (After 
MacDonald.) 



Fio. 122. 

Shell of a young 
l^itrpura haemaftofma^ 
enlarged, dorsal aspect, 
ca, canal of the adult ; 
«.*, limit of the embry- 
onic shell ; ftp, spire. 
(After Dautzenberg.) 



be distinct genera. The velar lobes may even produce lobate 
expansions of the margin of the aperture of the shell, but these dis- 
appear when the velum is absorbed and the shell assumes the adult 
form (Fig. 122). 

IV. Definition. 

The asymmetry of some of the principal organs of the body is 
the chief characteristic of the Gastropoda. The essential feature of 
this asymmetry is that the anus generally lies to one side of the 
median plane ; that the ctenidium, the osphradium, the hypo- 
branchial gland, and the auricle of the heart are azygos, or at least 
are more developed on one side of the body than the other ; and 
that there is only one genital orifice, which lies on the same side of 
the body as the anus. In other words, one-half — generally the 
morphologically left but topographically right half — of the anal 
complex is either atrophied or has disappeared altogether. This 
asymmetry, expressed by the transfer of the morphologically right 
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organs to the left side, is the result of a torsional movement, which 
has carried the anus and pallial cavity from an originally posterior 
to an anterior position and at the same time has twisted the visceral 
commissure. 

V. Bionomics. 

The Gastropoda are essentially aquatic animals, and the more 
archaic species are marine. Some species are specially adapted to 
brackish waters. In fresh waters there are found sundry Strepto- 
neura, viz. certain Neritidae, the Ampullariidae, Paludinidie, Valva- 
tidae, Bithyniidae, Hydrobiidae, several Cerithiidae, the Melaniidae, 
Cremnoconchus^ and Canidia; nearly the whole pulmonate group 
of Basommatophora ; and a single Opisthobranchiate, Ancylodoiis. 
Finally, the stylommatophorous Pulmonates and Halicinidae, Cyclo- 
phoridae, Cyclostomatidae, and Aciculidae among the Streptoneura 
are terrestrial. In some forms that live in torrential streams, or are 
subject to being dried up periodically, the respiration is alternately 
aquatic and aerial, and the Amphibolidae, Siphonariidae, and Onci- 
diidae are examples of Pulmonates that have returned to a marine 
existence. The Gastropoda crawl at the bottom of the water, or 
on the land, or in a reversed position, on the film of mucus secreted 
on the surface of the water by the glands of the anterior groove of 
the foot (Basommatophora, Nudibranchia). The Strombidae are 
jumpers, and a considerable number of Gastropods are swimmers, 
e,g. the Heteropoda — which swim in a reversed position with the foot 
upwards — Janthina (Fig. 135), the "Pteropoda," Phyllirhoi^ Aceiu 
(Fig. 147), etc. Some families both of Streptoneura and Opistho- 
branchia burrow in mud or sand, e.g. the Naticidae, BuUidae, etc. 
Some genera are more or less sedentary, though able to move from 
place to place — such are Patella and Bathyscktdium — but others are 
completely sedentary when adult, and may be fixed either by the 
substance of their shells — such are Vei'metus and Magilus (the latter 
inhabits corals) — or by a calcareous plate secreted by the foot, as is 
the case in Hipponyx, 

The diet of Gastropoda varies according to the group under 
consideration. Generally speaking, the carnivorous habit is due to 
specialisation, often accompanied by the development of a pr(^ 
boscis. Various forms of Gastropods live and feed on colonial 
invertebrates such as Synascidians, Hydrozoa, Anthozoa, and the 
like, and to a certain degree mimic these forms. Thus Oimla lives 
on Gorgoniaj Pedicularia on Corallium, Lamellaiia on Lepioclinum, 
various Nudibranchs on sponges or Hydroids. Some Gastropoda 
are parasitic, generally in or upon Echinoderms, and belong either 
to the sub-group Capulidae, in which case they are ectoparasites, 
and had already acquired this habit in Palaeozoic times {Platyc^ras), 
or to the " Aglossa," that is to say, to the little group formed by 
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the families Eulimidae (including Stylifer, parasitic on Asterids, 
Echinids, and Crinoids) and Entoconchidae, including Entosiplum^ 
E^docolaxy ETUocpncha, and EnteroxenoSf all parasitic in Holothurids. 

Some thirty thousand species of Gastropoda have been enu- 
merated, of which twenty thousand belong to the present epoch and 
are distributed in every region of the globe. Of existing species 
more than twelve thousand are branchiate forms. Some marine 
species are found at a depth of over 2500 fathoms, and some 
Pulmonata live in the Himalayas at a height of nearly 17,000 feet 
above the level of the sea. Some freshwater Gastropoda (Hydro- 
biidae, Basommatophora) exist at a depth of 180 fathoms below the 
surface of certain lakes, e.g. Lake Baikal; others live in subterranean 
waters, and some Pulmonates are found in caverns into wliich the 
daylight does not penetrate. Palaeontology shows that these 
animals were already in existence in the Cambrian period, at the 
commencement of the Palaeozoic epoch. 

The size of Gastropods varies from a fraction of a millimetre to 
more than fifty centimetres. The largest forms are found not only 
among the testaceous species, such as Fiisus, Tritov^ium, Andstromesus^ 
StrombuSf etc., but also among the naked forms : Tethys, for example, 
is more than thirty centimetres in length, and some species of Bevr 
dronotus as much as tw^enty-five centimetres. 

VI. Systematic Review of the Sub-Classes, Orders, and 
Families of Gastropoda. 

The class Gastropoda includes two well-defined sub -classes, 
Streptoneura and Euthyneura. 

Sub-Class I. Streptoneura, Spengel 
( = Prosobranchia, Milne-Edwards = Cochlides, von Jhering). 

These are dioecious Gastropoda, with the exception of a few 
aberrant genera, and are characterised by the maximum torsion 
exhibited by the visceral mass and visceral commissure, the latter 
being always twisted into a figure of eight (Fig. 124, VII, IX). 
The right moiety of this commissure is situated above the digestive 
tube, and is known as the supra-intestinal ; the left moiety is situated 
below the digestive tube, and is known as the infra-intestinal. The 
pleural ganglia are often united to the opposite branch of the 
visceral nerve by an anastomosis of the pallial nerve, this condition 
constituting " dialyneury " (Fig. 1 23, A, di\ di") : or there may be a 
direct connection by means of a longer or shorter connective pass- 
ing from the pleural ganglion to the ganglion borne on the visceral 
branch of the opposite side; this constitutes "zygoneury" (Fig. 
123, B, C, zy'y zy''). Zygoneury is more frequently found on the 
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Fio. 128. 

Nervous system of 3 Streptoneurous Gastropods, showing the dialyneiiry and zygoneury, 
dorsal aspect. A, Paludina (after Bouvier, somewhat modified); B, Triton (after Hailer); C. 
Lamdlaria (after Boavier). ab.g, abdominal ganglion ; br.n, branchial nerve ; ce.g, cerebral 
ganglion ; cpe, cerebro-pedal connective ; cpl^ cerebro-pleuial connective ; cfi', di", left and 
right dialyneory ; i.i.g, infra-intestinal ganglion ; ot, otocyst ; pa,n, pallial nerve ; pe.g, pedal 
ganglion ; pl.g, pleural ganglion ; pl.pe, pleuro-pedal connective ; ^.i.p, supra-intestinal gan^^ion ; 
gt.fft atomato-gastric ganglion ; vi.c^ visceral commissure ; vi.cf^ W.e", supra-intestinal and infra- 
intestinal part of the visceral commissure ; zy', »ir", left and right zygoneury. 
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right side; the connective passes from the right pleural to the 
infra -intestinal ganglion, and may have the effect of bringing 

the latter ganglion between the two 
pleural centres (Fig. 123, C, LLg), 
The head of Strcptoneura bears only 
a single pair of tentacles (Fig. 125, a). 
The radular teeth, when there is more 
than one on either side of the median 
tooth, are of several different kinds 
in each transverse row (Fig. 74, C, F). 
The heart is almost always posterior 
to the branchia. The sUb- class in- 
cludes two orders, Aspidobranchia and 
Pectinibranchia. 




Fio. 124. 

Troc^us ciTKraritu, central nervous 
system, dorsal aspect, with the anterior 
part of the digestive tract. I, salivary 
gland ; II, cerebral ganglion ; III, 
cerebro-pleural connective ; IV, pleural 
ganglion; V, right pallial nerve; VI, 
pedal ganglion; VII, supra -intestinal 
part of the visceral commissure ; VIII, 
posterior part of the glandular oeso- 
phagus; fX, infra- intestinal TMrt of 
the visceral commissure ; X, abdominal 
ganglion ; XI, oesophagus ; XII, radula ; 
XIII, supra-intestinal ganglion ; XIV, 
osphradial ganglion and branchial 
nerve ; XV, left pallial anastomosis or 
dialyneury; XVI, glandular oesopha- 
gus ; XVII, left pallial nerve ; XVIII, 
buccal mass ; XIX, cerebro-pedal con- 
nective ; XX, stomato-gastric ganglion ; 
XXI, snout. 

Opening to the exterior at 
The gonad has no accessory 



Order 1. Aspidobrancliia. 

These are Strcptoneura in which 
the nervous system is still but little 
concentrated (Fig. 124). The pedal 
centres have the form of long gan- 
glionated cords, to the anterior end 
of which the pleural centres are 
attached : the cerebral ganglia are 
widely separated from one another, 
and are united by a long commissure 
lying in front of the buccal mass and 
the salivary glands (Fig. 127, c.c). 
An infra - oesophageal or " labial " 
cerebral commissure is present. The 
osphradium is but little specialised, 
and is situated on the branchial nerve. 
The otocyst contains numerous oto- 
conia. The eye is open (Fig. 100), or 
if closed has a very small pellucida. 
The central teeth of the radula are 
multiplied. Ctenidia are almost 
always present; they are bipectinate 
and free at their distal ends (Fig. 
81, c?). As a rule, the Aapidobranchs 
exhibit well-marked traces of the 
original bilateral symmetry, having 
two auricles to the heart and two 
kidneys (Fig. 127), the last named 

the end of short papillae (Fig. 88,/). 

organs and discharges its products into 
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the right kidney. In the Neritacea, however, there is only one 
kidney, namely, the left kidney, with a slit-shaped external aperture, 
and there is a distinct genital orifice, the oviduct being diaulic in 
the Neritidae. 

The order Aspidobranchia includes the most archaic Gastropods : 
it includes two sub-orders, the Docoglossa and Rhipidoglossa. 

Sub-Order 1. Docoglossa. 

In these Aspidobranchs the nervous system (Fig. 93) is without dialy- 
neury, that is to say, there is no anastomosis between the pleural ganglia 
and the visceral nerve of the opposite side through the intermediary of 
the pallial nerve. The eyes are open and devoid of a crystalline lens. 
There are two osphradia, but neither hypobranchial glands nor operculum. 
The mandible is unpaired and dorsal. The radula generally has trabeculi- 
form teeth (Fig. 74, F), and there are at most three marginal teeth on 
either side. The heart has only a single auricle (Fig. 82, aw), and neither 
it nor the pericardium are traversed by the rectum. The visceral mass is 
cone-shaped, without a spire. The sub- order includes about 1400 
species. 

Family 1. Acmaeidae, Philippi. A single bipectinate ctenidium, 
free for the greater part of its extent, is present on the left side (Fig. 82). 
Genera — AGma/ea^ Eschsholtz ; without pallial branchiae ; Great Britain. 
Hcurria^ Gray; with pallial branchiae arranged in a circle beneath the mantle. 
PectinodontOf Dall. Scenellaj Billings ; from the Cambrian. Palaeacma, 
Hall ; from the Silurian. Family 2. Tryblidiidab, Pilsbry. Muscle 
scar divided into numerous separate impressions. Genus — TryhluHumf 
Lindstrom ; Silurian. Family 3. Patellidab, Guilding. No ctenidia, but 
only pallial branchiae disposed in a circle between the mantle and the 
foot (Fig. 125). Genera — Patella, Linnaeus ; the pallial branchiae forming 
a complete circle ; no epipodial tubercles ; British seas. AncistromesiLSy 
Dall ; radula with an unpaired central tooth, which is wanting in Patella. 
Nacella, Schumacher ; branchial circle complete ; epipodial tentacles 
present HelcioUy Montfort ; circlet of pallial branchiae interrupted 
anteriorly, beneath the head ; British seas. HelcioniscuSj Dall. Family 4. 
Lbfetidae, Gray. Dioecious, with otoconia ; the head sympuetrical, the 
foot elongated ; neither ctenidia nor pallial branchiae present ; a central 
tooth in the radula. Genera — Lepeta, Gray ; without eyes. Lepetella^ 
Verrill ; with eyes, Pilidium, Forbes. PropUidium^ Forbes and Hanley. 
Family 5. Bathysciadidab, Dautzenberg and Fischer. Monoecious, with 
otoliths; head provided with an appendage on the right side; radula 
without a central tooth. Genus — Bathysciadium, Dautzenberg and 
Fischer; abyssal (Fig. 126). 

Sub-Order 2. Rhipidoglossa. 

Aspidobranchia with a dialyneurous nerve-system, that is to say, Tidth 
a pallio-visceral anastomosis (Fig. 124, XV); eyes with a crystalline lens 
(Fig. 100, I) ; a single osphradium, except in genera with two ctenidia ; 
one or two hypobranchial glands. Mandibles paired, lateral. Badula 
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with very numerous marginal teeth, arranged like the sticks of a fan. 




Patelia vulgaUy, in its shell, seen from the pedal surface ; x, y, the median an tero- posterior 
axis, o, cephalic tentacle ; b, plantar surface of the foot ; c, free edge of the shell ; d, the 
branchial efferent vessel carrying aerated blood to the auricle, and hei"*^ interrupting the circlet 
of gill lamellae ; e, margin of the mantle-skirt ; /, gill lamellae— special pallial outgrowths (not 
ctenidia) ; g, the branchial efferent vessel ; h, factor of the branchial advehent vessel ; t, inter- 
spaces between the muscular bundles of the root of the foot. (After Lankester.) 

Oesophagus with a frill, oesophageal glands (Fig. 124, XVI), and a 
stomachal caecum, often coiled in a spiral (Fig. 127, sp.c). Heart with 

two auricles ; ventricle traversed by the 
rectum (Fig. 55) except in the Helicinidae, 
iu which there is only a single auricle 
and the rectum only passes through the 
pericardium. An epipodial ridge on each 
side of the foot (Fig 130, VIII), and 
cephalic expansions between the tentacles 
often present. 

Family 1. Pleurotomariidae. 
Visceral mass and shell spiral ; mantle 
and shell with an anterior fissure (Fig. 
54, III) near the median line. Two 
ctenidia ; a horny operculum. Genera — 
tied, a j), cephalic appendage;/, I oi.t; P/c?/ro/omana, Defrance ; e])ipodium with- 
Svity*"«A,'siiei'i.™^ ^'^*''^"^'^ ^"^ tentacles; two bipectinate ctenidia 

(Fig. 127). Five living species from the 
Antilles, Japan, and the Moluccas. The first recent species {P. quoyana, 
Crosse and Fischer) was discovered in 1856 ; the animal was first 




Fio. 120. 

Bii^ysciadi um, ventral aspect, magni- 
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obtained in 1871, in a collection made off the Barbadoes by the 
**Hasslcr" (A. Agassiz). The Moluccan species is nineteen centimetres 
in height. The genus includes several hundred extinct species, ranging 
from the Silurian to the Tertiary, but is rare in the last named. 
Sdssurellay d'Orbigny ; epipodium with tentacles ; right ctenidium mono- 
pectinate (Fig. 128). Schismopey Jeffreys; the slit at the margin of 
the shell is closed in the adult and transformed into an orifice (Fig. 62). 
The following genera are exclusively fossil : Porcellia^ L^veill^ ; Devonian 
and Carboniferous. Kokenella, Kittl ; Trias. Ditremariaj d'Orbigny ; 
Jurassic. Polytremaria, de Koninck ; Carboniferous. Trochotoma, 
Deslongchamps ; Trias and Jurassic. Cantantostoma, Sandberger ; 




rienrotoiiMria, with the pallial cavity laid open, riglit-Hide view, o, anus; aa, aorta; o.r, 
aflerent branchial vessel ; br.g, brancliial ganglion ; c.c, cerebral commissure ; co, columellar 
muscle; cr, crop; e.v, efferent branchial vessel;/, foot; g, right or minor gill; g.d, genital 
duct; a<j, gonad; h, heart in the pericardium; hy.g, hypobranchial gland; in, intestine; /i, 
liver; l.k.o, oi)ening of the left kidney; m, mouth; »n.«, mantle slit; od, odontophore; or, 
oesophagus ; op, operculum ; o», osphradium ; pe.c, pedal cord ; r, rectum ; r.k, right kidney ; 
/-.A', anterior part of ditto (dotted line); r.k.o, opening of the right kidney ; r.x, radular^ac; s.g, 
sjilivary gland ; gp.c, spiral caecum ; st, stomach. (After F. M. Wootlward.) 

Devonian. Murchisonia^ d'Archiac and Verneuil ; Cambrian to Trias. 
Odontomarioy Roemer ; Devonian. Family 2. .Bellerophontidab, Mac- 
Coy. An exclusively fossil family, comprising more than 300 
species extending from the Cambrian to the Trias. The shell is coiled 
in one plane and has an incision in the mid -dorsal margin of the 
aperture. Genera — Bellerophcn^ Montfort. Euphtmus^ MacCoy. Salpingo- 
stoma^ Roemer. Trematonotus, Hall. Cyrtolites, Conrad. Family 3. 
EcoMPHALiDAE, de Koninck. Also an extinct family, extending from 
the Cambrian to the Cretaceous. Spire slightly prominent ; umbilicus 
deep ; operculum calcareous. Genera — Euomphalus^ Sowerby. Strapa- 
rollina, Billings. Ophileta^ Vanuxem. Maclurea^ Lesueur. Platychisma^ 
MacCoy. StraparolluSj Montfort. PhanerotimiSy Sowerby. Discohelix, 
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Dunker. Family 4. Haliotidae, Fleming. Spire of the visceral mass 
and shell much reduced ; two bipectinate ctenidia, the right being 




Fio. 128. 

Scissurella euglypta, removed from its shell, ventral asi)ect, magnified, hr.d, right gill ; hr.s, 
left ^ill ; m.vi, visceral mass ; o*:, right eye ; op, operculum ; p, foot ; pa, mantle ; t, snout ; te, 
left cephalic tentacle; te.ep, epiiMxlial tentacles; te.pa, pallial tentacle; f<.p.o, post-ocular 
tentacle. 

the smaller ; no operculum. Genus — HoUiotis, Linnaeus (Fig. 129). 
Family 6. Vblainiellidae, Vasseur. An extinct family from the 
Eocene. Shell elongate, with numerous whorls ; columella and partitions 




Fio. 129. 

Ilaliotis tuberculata, right-side view, t/, foot ; t , tentacular process of the mantle, passing 
through the shell-foramina. (From Lankester, after Cuvier.) 

between the whorls absent ; internal cavity open from base to summit. 
Genus, Velainulla, Vasseur. Family 6. Fissurellidae, Risso. Visceral 
mass and shell conical ; the anterior part of the mantle exhibits a slit 
or a hole in the median line ; two symmetrical ctenidia ; no operculum. 
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Genera — EmarginuUiy Lamarck ; anterior border of the mantle 
and shell with a slit ; British seas. Rimulaj Defrance. SuhenmrgintUaf 
Blainville. Scutum, Montfort ; mantle split anteriorly and partially 
reflected over the shell, which has no anterior slit Zeidora, Adams. 
PundurelUiy Lowe ; mantle and shell with a foramen in front of the 
summit of the visceral cone ; British. Fissurella, Bruguiere ; mantle 
and shell perforated by a hole at the summit of the visceral cone, the 
hole leading into the branchial chamber ; British. Glyphia, Carpenter. 
FisBurellidea, d'Orbigny. Pupillia, Gray ; mantle completely covering 
the shell. Lucapina^ Gray. Megatebennus, Pilsbry. Macrochwrna, 
Swainson. Lncapinella, Pilsbry. Family 7. Coccolinidak, Dall. 
Shell conical, symmetrical, without slit or perforation ; the summit 
inclined backwards. Genus — Cocculina, Dall ; dioecious ; abyssal. 
Family 8. Trochidae, d'Orbigny. Visceral mass and shell spirally 




Fig. 130. 

Trochus ((iibbiiln) finemriiLs, right-side view. I, shell ; II, fh)Utal lobe's ; III, right eye »nd 
pedunclo ; IV, right tentacle ; V, appendage of the right ocular peduncle ; VI, snout : VII, right 
epipodial lobe; VIII, epipodium ; IX, clavifonn appendage under the epipodial tentacle; X, 
posterior (operculigerous) part of the foot ; XI, epipodial tentacle. 

coiled ; a single ctenidium ; eyes open (Fig. 100) ; a homy operculum ; 
flattened lobes between the tentacles (Fig. 130, II). Genera — Trochus^ 
Linnaeus ; no jaws ; shell umbilicated ; spire pointed and prominent. 
Monodonttty Lamarck ; no jaws ; spire not prominent ; no umbilicus ; 
columella toothed. Claixculus, Montfort. ElenchuSy Swainson- Photmula, 
Adams. Gaza, Watson. Gibhula, Risso ; with jaws ; three pairs of 
epipodial cirrhi without pigment spots at their bases (Fig. 130) ; British. 
Margarita, Leach ; from five to seven pairs of epipodial tentacles with a 
pigment spot at the base of each. Livona, Gray. Basilissaf Watson. 
Family 9. Stomatellidae, Gray. Spire of the visceral mass and shell 
much reduced ; a single ctenidium. Genera — Stomatella, Lamarck ; 
foot truncated posteriorly ; an operculum present ; no epipodial 
tentacles. Gena, Gray ; foot elongated posteriorly ; no operculum ; 
epipodial tentacles present. Stomatiaj Helbling ; foot not truncated ; 
operculum and epipodial tentacles absent Family 10. Delphinulidae, 
Fischer. Visceral mass and shell spirally coiled ; operculum horny ; in- 
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tertentacular lobes absent Genus — Delphinula, Lamarck ; with five pairs 
of epipodial tentacles. Family 1 1. Liotiidae, Gray. Shell globular ; 
margin of aperture thickened ; operculum horny, with a calcareous 
layer. Genus — Liotia, Gray. Family 12. Cyclostrematidae, Fischer. 
Shell flattened, umbilicated, not nacreous ; foot truncated anteriorly 
and with the two angles prolonged into tentacles. Genera — Cydostrema, 
Marryat (Fam. 60). Teinostoma, Adams. Family 13. Trochone- 
MATIDAE, Zittel. Exclusively fossil, from Cambrian to Cretaceous ; shell 
spiral and nacreous internally ; whorls without keels ; aperture rounded. 
Genera — Trochonema, Salter ; from the Cambrian and Silurian. Eunema, 
Salter ; from the Ordovician to the Devonian. Aniberleya, Morris and 
Lycett ; from the Trias to the Cretaceous. Oncospira, Zittel ; Jurassic. 
Family 14. Turbinidae, Gray. Visceral mass and shell spirally coiled ; 
epipodial tentacles present ; eyes closed ; operculum calcareous and 
thick. Genera — Turbo, Linnaeus; shell globular, thick, with short 
spire. Astralium, Link. Mdlleria, Jeffreys ; shell thin, umbilicated, 
with very short spire. Cyclonema, Hall. Family 15. Phasianellidae, 
Troschel. Shell not nacreous, without umbilicus, with prominent spire 
and polished surface. Genus — Pluisianellii, Lamarck. Family 16. 
Umboniidae, Adams. Shell flattened, not umbilicated, generally smooth, 
without a nacreous layer ; operculum homy. Genera — Umhonium, Link. 
J«aru^, Adams. Family 17. Nkritopsidae, Fischer. Shell semiglobular, 
with short spire ; operculum calcareous, not spiral. Genera — Neiitopsisj 
Grateloup. Naticopsis^ MacCoy ; from the Devonian to the Trias. Family 
18. Macluritidae, Fischer. Shell discoid, deeply umbilicated, with 
few whorls; operculum spiral, thick. Genus — Maclurites, LeBueur ; from 
„ Cambrian and Silurian. Family 19. Xeritidae, 

Lamarck. Shell with very low spire ; without um- 
bilicus and without a nacreous layer ; internal partitions 
frequently absorbed ; operculum calcareous, provided 
with an apophysis ; epipodium slightly developed, 
without tentacles ; a single ctenidium ; a cephalic 
penis present. Genera — NerUaj Adanson ; marine. 
Neritina, Lamarck ; freshwater ; British. Neritodomus, 
Morris and Lycett ; Jurassic. Ddanira, Stoliczka ; 
Cretaceous. Septaria, Ferussac ; shell boat -shaped, 
with a large aperture and symmetrical muscular im- 
pressions. Pileolusy Sowerby ; from the Jurassic and 
Cretaceous. Family 20. Titiscaniidae, Bergh. With- 
out shell and operculum, but with a pallial cavity and 
a ctenidium. Genus — Titiscania, Bergh (Fig. 131); 
from the Pacific Ocean. Family 21. Helicinidae, 
PfeifFer. No ctenidium, but a pulmonary cavity 
present ; epipodium without tentacles ; heart with a 
single auricle, and not traversed by the rectum ; no 
mandible ; operculum without apophyses. Genera — 
Helicina, Lamarck. Eutrochatdla, Fischer. Stoastcmia, Adams. Bourciena, 
Pfeiffer. Family 22. Hydrocenidae, Fischer. No ctenidium, but a 
pulmonary cavity present ; foot obtuse ; operculum calcareous, with an 




Fio. 181. 

TitUcanio limaHtiaf 
dorsal aspect. I, eye ; 
JI, tentacle ; III, 
opening of the pallial 
cavity; IV, gill. 
(After Bergh.) 
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apophysis. Genus — Hydrocena, Parreys ; from Dalmatia. Family 23. 
PRO8ERPINIDAE, Fischer. Differs from the two last families in not 
having an operculum. Qenu.s — Proserpina^ Gray ; from Central America. 

Order 2. Pectinibranchia. 

These are Streptoneura with a somewhat concentrated' nervous 
system ; without a labial commissure, except in Paludina and Ampul- 
laria. The nerve-collar is situated behind the buccal bulb, except in 
Ampullaria. There is a single well-differentiated, independent, and 
often pectinated osphradium. The eye is always closed, and the 
internal cornea (pellucida) is extensive. Each otocyst contains a 
single otolith, except in some forms of Taenioglossa devoid of a pro- 
boscis, e.g. Paludina J Valvata, Ampullaria, Cydophorus, Typhobia, 
Bythoc4'ras, Nassopsis, certain Cerithiidae, etc. The central tooth of 
the radula is single or absent. There is no longer any trace of 
bilateral symmetry in the circulatory, respiratory, and excretory 
organs, the topographically right half of the pallial complex having 
completely disappeared. The heart has only a single auricle — that 
of the morphologically right side — and is not traversed by the rec- 
tum. The ctenidium is monopectinato and attached to the mantle 
throughout its length, except in Adeorhis and FalvatUy the latter 
genus being the only Pectinibranch with a bipectinate ctenidium. 
The single kidney usually opens directly by a slit-shaped aperture 
(but exceptionally by a ureter in Paludina, Cydophorm, and Valvata), 
and never serves for the passage of the sexual products. The 
gonad always has a separate orifice of its own. The male generally 
has a penis (Fig. 44, A, h). 

The Pectinibranchia are divided into two sub-orders — Taenio- 
glossa and Stenoglossa. 

Sub-Order 1. Taenioglossa. 

In these Pectinibranchs the radula has normally three teeth on each 
side of the median tooth, viz. one lateral and two marginals (Fig. 2, B ; 
74, B). The stomatogastric ganglia are situated behind the buccal mass, 
and are united to the cerebral centres by long connectives which are in 
part recurrent and deeply situated. The salivary ducts, when suflBciently 
long, traverse the nerve-collar. The oesophagus is nearly always devoid 
of an unpaired gland. Usually there is neither a proboscis nor a siphon. 
The sub-order includes two distinct groups or tribes, which are 
respectively creeping and swimming forms, namely, the Platypoda and 
Heteropoda. 

Tribe 1. Platypoda. 

Normal Taenioglossa, but slightly modified, and of creeping habit. 
The foot is flattened ventrally, at all events in its anterior part (Strom- 
bidae). The otocysts are situated close to the pedal nerve-centres. Acces- 
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aory organs are rarely found on the genital ducts, but are present in Falu- 
dinaj Gyclostoma^ the Naticidae, Calyptraeidae, etc Mandibles are usually 
present The intestine is long. The Platypoda form the largest group 
of the MolluBca, comprising nearly sixty families of unequal value, some of 
which are not thoroughly well known from an anatomical point of view. 
Familt 1. Paludinidae, d'Orbigny. Ctenidiuni monopectinate ; pedal 
centres in the form of ganglionated cords ; the kidney is provided with a 
ureter ; viviparous ; fluviatile. Genera — Paludina^ Lamarck. Nea- 
thauma, Smith ; from Lake Tanganyika. Tylopoma, Brusina ; from the 
Tertiary. Family 2. Cyclophobidae, Gray. Pallial cavity devoid of a 
ctenidium and transformed into a lung ; pedal centres in the form of 
ganglionated cords ; otocysts with otoconia ; aperture of the shell and 
the operculum circular ; terrestrial. Genera — Pomatias, Hartmann ; shell 
turriculated. Diplommatinay Benson. HyhocystiSy Benson. Cyclophorus, 
Montfort ; shell umbilicated, with a short spire and horny operculum. 
Cycloswrus, Morelet ; shell uncoiled. Dei-matoceray Adams ; foot provided 
with a horn-shaped protuberance at its posterior end. Spiraculum, Pear- 
son ; aperture provided with a sutural tube at its superior angle. Family 
3. Ampullariidae, Gray. A monopectinate ctenidium present, and to 
the left of it a pulmonary sac, separated from the ctenidium by an incom- 
plete septum ; oesophageal nerve -collar in front of the buccal bulb ; 
penis pallial; amphibious. Genera — Ampullaria, Lamarck; visceral 
sac and shell coiled dextrally. LanisteSy Montfort ; shell sinistral ; spire 
short or obsolete. Meladomtis, Swainson ; shell elongated, sinistral. 
Family 4. Littorinidae, Gray. Ctenidium monopectinate ; oesophageal 
pouches present ; pedal nerve-centres concentrated; a pedal penis near 
the right tentacle. Genera — Littonnaj F^russac ; shell not umbilicated ; 
foot devoid of appendages ; marine forms of semi-aerial habit (Fig. 85). 
Lcumna, Turton ; foot with two posterior appendages ; marine forms of 
exclusively aquatic habit (Fig. 7). CremnocoiichuSy Blandford ; shell umbili- 
cated; of exclusively aerial habit; Indian. Eisellay Qreiy. TectariuSyYolen- 
ciennes. Family 6. Fossaridae, Fischer. Shell turbinated and umbili- 
cated ; head with two cephalic lobes, as in some Rhipidoglossa. Genus — 
Fossarusy Philippi. Family 6. Purpurinidab, Zittel. An exclusively 
fossil family ; shell thick, with prominent spire, angular whorls, and oval 
aperture. Genera — Purpurinay d'Orbigny ; Jurassic. Brachytremay 
Morris and Lycett ; Jurassic. ScaliteSy Conrad ; Ordovician. Family 7. 
Planaxidae, Adams. Shell not umbilicated, with pointed spire ; the 
external border of the shell sharp ; a short pallial siphon. Genus — 
PlanaxiSy Lamarck. Family 8. Cyclostomatidae, Pfeiffer. Pallial 
cavity transformed into a lung ; pedal centres concentrated ; otocysts 
with otoliths ; no mandibles ; a deep longitudinal pedal groove present ; 
terrestrial Genera — Cyclostomay Drapamaud ; shell turbinated ; opercu- 
lum calcareous ; British. Omplialotropis, Pfeiffer ; shell turriculated ; 
operculum horny. Family 9. Aciculidae, Gray. Shell narrow and 
elongated ; operculum horny ; pallial cavity a pulmonary chamber ; 
otocysts with otoconia. Genus — Acicula, Hartmann. Family 10. 
Valvatidae, Gray. Ctenidium bipectinate, free throughout its length ; a 
pallial filament on the right side ; hermaphrodite ; fluviatile. Genus — 
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Fifi/vo^a, Miiller (Fig. 132); British. Family 11. Rissoi dab, Gray. A 
monopectinate ctenidium ; epipodial filaments present ; one or two pallial 
tentacles ; snout elongated. Genera — Rissoa, Fr^minville ; operculum 
simple. Eissotna, d'Orbigny ; operculum with an apophysis. Stiva, Hedley. 
Family 12. Litiofidae, Fischer. Foot with an epipodium bearing three 
pairs of tentacles and an operculigerous lobe with two appendages ; in- 
habitants of the Sargasso weed. Genus — Littopay Rang. Family 13. 
Adeorbiidae, Fischer. Mantle with two posterior appendages ; ctenidium 
large and capable of being protruded from the pallial cavity ; shell 
depressed and umbilicated. Genus — AdeorUsj AVood ; British (Fig. 133). 
Family 14. Jefpreybiidae, Fischer. Head with two long labial palps ; 
shell ovoid, umbilicated ; operculum horny, semicircular, concentric, and 
carinated. Genus — Jefreysia, Alder. Family 16. Homalogyridak, 
Sars. Shell flattened ; operculum homy, circular ; no cephalic tentacles. 




Pig. 132. 

ViUvata pisciiuilis, dorsal aspect, 
maguifle«l. /, fix)t ; gi, gill ; m, 
mouth ; op, oporculuin ; pa.t, pallial 
tentacle ; f<h, shell ; tf, cephalic 
tentacle. (Alter Bernani.) 




Flo. 138. 

AdforbUi SHlH-arinatiis, ventral aspect. /, 
foot; g, gill; m, niuuth ; op, operculum; 
pa.c, pallial eavitv ; jn.t, pallial tentacle; «h, 
sh»'ll ; t, tentacle. (After F. M. Woodward.) 



Genera — Homalogyra, Jeffreys ; British. AmmoniceraSf Vayssiere. Family 
16. Skeneidae, Fischer. Shell depressed and umbilicated, with a 
rounded aperture ; cephalic tentacles long. Genus — Skenea, Fleming ; 
British. Family 17. Choristidae, Fischer. Shell spiral ; four cephalic 
tentacles ; eyes absent ; two pedal appendages behind the operculum. 
Genus — Choristes, Verrill. Family 18. Assimineidae, Fischer. Shell 
conical, with a short spire ; operculum horny, spiral ; eyes situated at 
the free extremities of the tentacles. (Jenus — Assiminea, Leach ; estuarine ; 
British. Family 19. Truxcatellidae, Gray. Ctenidium mono- 
pectinate ; snout very long, bilobed ; foot very short ; spire elongated 
and truncated ; marine and littoral. Genus — Truncatdla, Risso. Family 
20. Hydrobiidae, Fischer. Shell with prominent 8pire ; ctenidium 
monopectinate ; sexes separate ; penis distant from the right tentacle and 
generally appendiculated ; otocysts with otoliths ; brackish water or 
fluviatile. Genera — Hydrohia, Hartmann ; shell conical, smooth with 
scarcely convex whorls ; operculum horny ; brackish water ; British. 
Baikalia^ von Martens ; from Lake Baikal. Pomatiopsis, Tryon ; foot 
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divided into two sections by a transverse furrow ; penis without an 
appendage. BUhynella^ Moquin - Tandon. Lithoglyphus, Muhlfeldt ; 
shell globular with short spire. Spekiaj Crosse ; viviparous ; from Lake 
Tanganyika. Tanganyicia, Crosse (Fig. 78). Limnotrochus^ Smith ; 
from Lake Tanganyika. Chytra, Moore. Littorinida, Eydoux and 
Souleyet BUhyniay Gray ; shell conical with an oval aperture ; oper- 
culum calcareous, concentric ; habitat fluviatile ; British. StenotkyrOy 
Benson ; aperture rounded and contracted ; operculum calcareous, spiral. 
Family 21. Melaniidae, Qray. Shell spiral, the spire somewhat elon- 
gated ; operculum homy ; foot and snout short ; mantle border fringed ; 
viviparous (Fig. 109) ; fluviatile. Genera — Melania, Lamarck ; shell turri- 
culated ; aperture rounded and enlarged anteriorly. FauntLS, Montfort ; 
spire very long ; aperture of shell notched anteriorly. Paludomtis, 
Swainson ; shell short, thick, with rounded aperture. Melanopsis, 
F^russac Nas^opsis, Smith. Bythoceras, Moore ; from Lake Tanganyika. 
Family 22. Typhobiidae, Moore. Foot wide ; tentacles elongate ; shell 
turriculated, with carinated whorls, the carinae tul)erculated or spiny. 
Genera — Typhobia, Smith. Bathanalia, Moore ; from Lake Tanganyika. 
Family 23. Pledroceridab, Fischer. Like the Melaniidae, but the 
border of the mantle is not fringed and the reproduction is oviparous. 
Genera — Pleurocera, Rafinesque ; shell elongated ; the aperture canaliculated 
anteriorly. Anculotus, Say ; shell short, globular ; the aperture rounded 
anteriorly. Family 24. Psbudomelaniidae, Fischer. An exclusively 
fossil family ; shell turriculated, with prominent spire and elongated oval 
aperture. Genera — Pseudomelania, Pictet and Campiche ; Secondary and 
Tertiary. Loxonevia, Phillips ; Palaeozoic. Macrochilus, Phillips ; 
Devonian to Trias. Family 25. Subulitidae, Fischer. An exclusively 
fossil family ; shell turriculated with a narrow aperture, elongated and 
canaliculated anteriorly. Genera — SubuliteSy Conrad ; Cambrian to Car- 
boniferous. Fusispira, Hall ; Ordovician. Euchrysalis, Laube ; Trias. 
Family 26. Nerineidae, Zittel. An exclusively fossil family ; shell with 
numerous whorls, with multiple folds in the lumen of the whorls. 
Genera — NerineOy Defrance ; Jurassic and Cretaceous. Aptyxiellay Fischer ; 
Trias and Jurassic. PtygmatiSy Sharpe ; Jurassic and Cretaceous. Family 
27. Cerithiidae, Fleming. Shell with elongated spire and numerous 
tuberculated whorls ; aperture canaliculated anteriorly ; snout long ; 
pallial siphon short. Genera — Cerithium, Adanson ; aperture oval ; 
operculum oval, with submarginal nucleus. Bittium, Gray ; operculum 
circular, with central nucleus ; siphon rudimentary. Potamides, Brong- 
niart ; eyes situated above the bases of the tentacles ; ctenidium rudi- 
mentary ; brackish water. Triforis, Deshayes ; shell sinistral. LaeocoMiSy 
Dunker and Metzger. CerUhiopsiSy Forbes and Hanley. Family 28. 
Modulidae, Fischer. This family differs from the Cerithiidae in having 
a shell w^ith a short spire, without a siphon ; the eyes are placed midway 
up the tentacles. Genus — Modulus, Gray. Family 29. Vermetidae, 
d'Orbigny. The animal is fixed by the shell, the last whorls of which are not 
in contact with one another ; foot small, discoidal, with two anterior pedal 
tentacles, one on each side of the supra-pedal gland. Genera — Verm^etuSy 
Adanson ; shell without a notch on the exterior border of the aperture ; 
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mantle slit in the female only (Fig. 45) ; pedal tentacles elongate. Siliqtiaria, 
Brugui^re ; mantle and shell slit in both sexes for the whole length of 
the branchial cavity ; pedal tentacles rudimentary. Family 30. Caecidae, 
Gray. Shell almost completely uncoiled in one plane, and furnished with 
internal septa ; aperture circular. Genus — Caecum, Fleming (Fig. 68) ; 
British. Family 31. Turritellidab, Clark. Shell very long with 
numerous whorls ; head large and prominent ; mantle border fringed ; 
no siphon ; foot broad and truncated. Genera — Turritella, Lamarck ; 
British. Afesalia, Gray. Mathilda, Semper ; the summit of the shell 
hyperstrophic. Family 32. Strdthiolariidae, Fischer. Spire of shell 
conical ; aperture pointed and subcanaliculated anteriorly ; foot oval, 
rather small ; heatl elongate with short tentacles ; siphon very slightly 
developed, denus — StriUhiolaria, Lamarck. Family 33. Chenopodidae, 
Fischer. Spire of shell elongated ; margin of aperture expanded ; foot 
elongated and narrow ; snout short ; tentacles long ; siphon very short 
Genera — Chejiopus, Philippi ; British. Alaria, Morris and Lycett; 
Jurassic and Cretaceous. Spinigera, d'Orbigny ; Jurassic. Dtartenw, 
Piette ; Jurassic. Family 34. Sthombidae, Gray. Foot narrow, arcuate, 
compressed laterally, without ventral sole (Fig. 75, /) ; snout long ; ocular 
peduncles longer and stouter than the tentacles. Genera — StroTnhus, Lin- 
naeus ; shell ovoid, with elongated aperture ; mantle border and aperture 
of shell not digitate. Pteroceras, Linnaeus ; mantle border and aperture of 
shell digitate. Rostellaria, Lamarck ; spire of shell elongate ; aperture 
prolonged anteriorly into a canal and laterally into an aliform expansion 
(Fig. 46). Terebellum, Klein ; shell elongated with a short spire ; tentacles 
aborted. Family 35. Xexophoridae, Philippi. Snout elongated ; foot 
divided transversely into two parts, the posterior part bearing the oper- 
culum ; shell conical, carinated. Genera — Xenophon^Sf Fischer (Fig. 134) ; 
with foreign substances agglutinated on the shell. Eotrochus, Whitfield ; 
from the Silurian. Family 36. Capulidae, Fleming. Visceral sac and 
shell conical, but slightly incurved posteriorly ; a tongue-shaped projection 
between snout and foot ; columellar muscle horseshoe-shaped. CJenera — 
Capuliis, Montfort Thyca, Adams ; parasitic on Asterids ; without a radula ; 
foot rudimentary. Platyceras, Conrad ; from the Silurian onwards. 
Family 37. Hipponycidae, Fischer. Visceral mass and shell conical ; 
foot feebly muscular, capable of secreting a ventral calcareous plate ; 
animal fixed. Genera — Hipiyonyx, Defrance. Mitrularia, Schumacher ; 
the shell with an internal appendage shaped like a half-horn. Family 38. 
Calyptraeidae, Broderip. Visceral mass spiral ; shell flattened, with 
a short spire ; lateral cervical lobes present ; foot short and circular ; 
accessory genital glands present. Genera — Calyptraea, Lamarck ; shell 
spiral, with central summit and circular aperture ; British. Crepidula, 
Lamarck ; shell oval, with nearly obsolete spire and marginal summit, 
furnished with an internal horizontal jwsterior septum. Cnicibulmn, 
Schumacher ; shell conical, with an internal corniform appendage (Fig. 
69). Family 30. Xartcidae, Recluz. Foot divided into two, the 
posterior half bearing the operculum ; a wide epipodial velum ; tentacles 
flattened ; snout elongate ; shell turbinated. Genus — Xarica, Recluz. 
Family 40. Xaticidae, Swainson. Foot highly developed and provided 
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with an aquiferous syBtem ; propodiuni retiected over the head ; eyes 
deeply seated or absent ; operculum spiral ; burrowing animals. Genera 
— Natica, Adanson ; shell globular, thick and polished, uinbi Heated, 
with a semi-lunar aperture (Fig. 47) ; British. Amauraj Moller ; shell 
not unibilicated, thin, with an oblong aperture. Sigaretmj Lamarck ; 
shell auriform, with a very short spire and large aperture ; operculum 
small and rostrate. Family 41. Lamellariidae, d'Orbigny. Shell thin, 
more or less covered by the mantle, and with a small spire ; po operculum 
or propodium ; mandibles fused dorsally. Genera — Velutina, Fleming; 
shell only partially covered by mantle ; British. LaiiulUiria, Montagu ; 
shell internal, spiral, transparent ; British. Marsenina, Gray ; shell not 
completely covered by the mantle ; hermaphrodite. Onddiopsis^ Beck ; 




Fio, 134. 

Xenophonis exiUvs, animal and shell, left-side view, a, snout ; b, ceplialic tentacles ; c. left 
eye ; d, anterior part of the foot (to the right of this is seen the posterior lobe of the foot bear- 
ing the sculptured operculum/). (From I^nkester, after Owen.) 

shell internal, membranous, without spiral ; hermaphrodite. Family 
42. Tricuotropidae, Gray. Shell with short spire, umbilicated, carinate 
and pointed. Genus — Trichotropis, Broderip and Sowerby. Family 43. 
Segvenziidae, Verrill. Shell trochilorm, with canaliculated aperture 
and twisted columella ; operculum spiral. Genus — Seguenzia^ Jeffreys ; 
abyssal. Family 44. Janthinidae. Shell thin ; operculum absent ; 
tentacles bifid ; eyes absent ; foot short, provided with an epipodium and 
secretes a float ; radula with similar pointed teeth (Fig. 74, D) ; pelagic. 
Genera — Janihinay Lamarck ; nhell blue, with a short spire ; ctenidium 
with long pointed filaments, capable of being protruded from the pullial 
cavity (Fig. 135). Reclu7:'uiy Petit; shell white with elongated spire. 
Family 45. Cypraeidae, Fleming. Shell inrolled, solid, polished, the 
spire nearly hidden, tlie aperture very narrow in the adult ; pallial 
aperture provided with a short anterior siphon ; a short proboscis ; anus 
posterior ; foot broad ; osphradium with three lobes ; mantle reflected 
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over the shell (Fig. 70). Genera — Cypraeay Linnaeus ; shell ventricose 
with a crenelated columella, Pnstularia, Swainson ; differs from Cypraea 
in having an internal shell. Ovjila, Brugui^re ; columella smooth, both 
ends of the aperture canaliculated (Fig. 136). Pedicularia, Swainson; 
attached to corals ; foot small ; shell irregular with an expanded aperture. 
Erato, Risso ; shell piriform, with a prominent spire. Family 46. 
Tritonidae, Adams. Shell turriculated and siphonated, thick, each 




Flo. 130. 

Female Janthina, with e«^-fl<>iil (•») attached to the foot, b, egg-capsules ; 
cephalic tentacles. (From Lankt-ster, after Owen.) 



, etenidiam ; d, 



whorl of the spire provided with varices ; foot broad and truncated 
anteriorly ; pallial siphon well developed ; a proboscis. Genera — Triton, 
Montfort ; varices not continuous from one whorl to another ; eyes at the 
bases of the tentacles (Fig. 44, A). Persona, Montfort ; whorls irregular ; 
eyes half-way up the tentacles. Ranella, Lamarck ; varices continuous 
from one whorl to another. Family 47. Columbellinidae, Fischer. An 
exclusively fossil family ; shell with prominent spire, narrow aperture, and 
callous columella. Genera — Columbellinu, d'Orbigny ; cretaceous. Colum- 
6e;kri<«,Rolle; Jurassic. Zittelia, GemeWaro ; Jurassic. Pe^er^Vi, Gemellaro ; 
Jurassic. Family 48. Cassididae, Adams. Shell ventricose, with 
elongated aperture and short spire; foot broad and rounded anteriorly; 
proboscis and siphon long ; oper- 
culum with marginal nucleus. 
Genera — CassU, Lamarck ; shell 
varicose, with narrow aperture. 
Cassidaria, Lamarck ; shell with- 
out varices, aperture oval and 
canaliculated. OnUcia, Sowerby ; 
shell oval, with a linear aperture. 
Family 49. Oocorythidae, 
Fischer. Shell globular and 
ventricose ; aperture oval and 
canaliculated ; operculum spiral. 
Genus — Oocorys^ Fischer ; abyssal. 
Family 60. Doliidae, Adams. 
Shell ventricose, with short spire and wide apertui*e ; no varices and 
no operculum ; foot very broad with projecting anterior angles ; siphon 
long. Genera — Dolium, Lamarck ; shell with a short canal ; ocular 
tubercles distinct from the tentacles ; mantle not reflected over the 
shell. Pyrula, Lamarck ; canal long ; spire very short ; mantle reflected 
over the shell; eyes sessile (Fig. 71). Family 51. Solariidae, 




Fio. 136. 

inula, animal and Kh»;ll, right-side view, h, 
cei)halic Uuitncles ; J, foot ; /i, nmntle-skirt, which 
is naturally carried in a reflected condition ao bh 
to cover in the .sides of the shell. (From Lan- 
kester, after Owen.) 
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Chenu. Shell spiral, conical, with flattened ppire, umbilicated ; head 
short ; tentacles split throughout their length ; foot short Genera — 
Solarium, Lamarck. Torinia, Gray. Flvadna^ Dall. Family 52. 
ScALARiiDAE, Broderip. Shell turriculated with numerous whorls and 
an elongated spire ; head short, with a short proboscis ; foot small, 
truncated anteriorly ; siphon rudimentary. Genera — Scalariuj Lamarck ; 
shell elongate with a circular aperture, whorls very convex, ornamented 
with longitudinal projecting lamellae ; British. Eglisia, Gray. Crossea, 
Adams. Aclis, Loven. 

The three following families of Taenioglossa Platypoda have neither 
radula nor jaws, and are therefore called Aglossa. They are suctorial 
animals with a well- developed proboscis, and are often commensal or 
parasitic on Echinoderms ; some are abyssal. The series affords a 
remarkable example of the regressive evolution of various organs as a 
result of parasitism. Family 53. Pyramidellidae, Gray. Summit of 
spire heterostrophic (Fig. 65, B) ; tentacles deeply grooved externally or 
split at their extremities ; foot truncated anteriorly ; a projection, the 
" mentum,'* between the head and foot ; an operculum present. 



f^ > 




Fio. 187. 

Turbonilla smJaris, riKht-side view. /, foot ; w, nioiith ; me, mentum ; op, operculum ; jta, 
mantle ; sh, Bhell ; te, tentacle. (Aner Loven.) 

Genera — Pyramidella, Lamarck ; columella folded, tentacles comiform. 
Turbonilla^ Leach ; columella not folded (Fig. 137). Odostomia, 
Fleming ; columella provided with a tooth ; hermaphrodite ; British. 
Myxa, Hedley. Family 54. Fqlimidae, Adam& Visceral mass still 
coiled spirally ; shell thin and shining, generally with a pointed summit ; 
tentacles without a groove. Genera — Eulivm, Risso ; foot well 
developed, and with an operculum ; animal usually free, but some live 
in the digestive canal of Holothuriae in the Fiji Islands, in the 
Philippines, and in Europe, e.rf. Eulima distorta in Holothuria intestinalis. 
Niso, Risso. Scalenostoma, Deshayes. Hoplopteronj Fischer. MucroncUiay 
Adams ( = Stylinay Fleming); foot reduced, but still operculate ; eyes 
present ; animal fixed by its very long proboscis, which is deeply buried 
in the tissues of an Echinoderm ; no pseudopallium. Stylifer, Broderip ; 
the operculum is lost, but a rudiment of the foot remains ; tentacles very 
small or absent ; eyes, otocysts, and a branch ia present ; animal fixed by 
a large proboscis forming a pseudopallium which surrounds the whole 
of the shell except the more or less projecting extremity of the spire 
(Fig. 20) ; sexes separate ; parasitic on all groups of Echinoderms in 
different seas. Entosiphon^ Koehler and Vaney ; visceral mass still 
coiled ; shell much reduced ; proboscis very long, forming a pseudo- 
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pallium, which covers the whole 
body and projects beyond in the 
form of a siphon, and serves to 
put the animal in communica- 
tion with the external world 
and for the passage of the ova 
(Fig. 21) ; a foot is retained, and 
also a nervous system and oto- 
cysts ; neither eyes, branchia, 
anus, nor rectum ; the stomach 
is a sac with ramifying caeca ; 
hermaphrodite ; parasitic in the 
Holothurian Detma blakei, in 
the Indian Ocean. Entosiphon 
forms the transition to the next 
family. Family 55. Ento- 
CONCHIDAE, Fischer ( = Cochlo- 
syringia, Voigt). Neither shell 
nor spirally coiled visceral mass ; 
no sensory organs, nervous 
system, branchia, or anus ; body 
reduced to a more or less tubular 
sac ; endoparasitic in Holo- 
thurians ; probably all herma- 
phrodite, with separate male 
and female gonads ; incubatory 
( ** viviparous " ) ; with conchi- 
ferous and operculiferous veliger 
larvae, without a retractor veli 
muscle. Genera — Entocolax, 
Voigt ; visceral mass essentially 
genital and forming a swelling 
surrounded by the pseudo- 
pallium ; digestive orifice or 
proboscis at the free extremity ; 
orifice of the pseudopallium at 
the opposite extremity by which 
the animal is fixed ; a second 
accessory aperture of the pseudo- 
pallium serves for the passage 
of the genital products. Two 
species parasitic in Holothurians 
in the Pacific : E. ludwigi, in appanitui 
Myriotrochus rinlcii from the 




Fio. IS8. 



Entoctihix ludwigi, in situ, x 30. T, fixative 

, _>aratUH ; II, ovary ; III, utenis ; IV, buccal 

ori'tlce ; V, oviduct; Vl, genital orifice; VII, o\ii 

seimrated from the ovary, by dehiscence; VIII, 

Behring Sea (Fig. 138) ; and E. cavity around the ovary, fonned by the pseudo- 

I • ' '^ rn ' J i ' •• pallium; IX, orifice of this cavitv; X, inteiniment 

schieinenn m Chirodota pisariii JJ the Holothurla. (Alter Voigt.) 

from Chili. Entoconcha, J. Miiller 

(Fig. 139) ; body elongated and tubular ; the aperture of the digestive tract 

rudimentary and situated at the fixed extremity of the body ; protandric 
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hermoplirodite with separate male and female gonads ; parasitic in the 
testis of Holothurians, causing their abortion. Three species are 
known : one in SynapUi digitata (Mediterranean), one in Holothurta 
edulis (Philippines), and one in a Holothuria from Puget Sound in the 
North-East Pacific EnieroxenoSj Bonnevie ; no pseudopallium and no 
alimentary tract ; male and female gonads separate, with a single 
common genital orifice ; larvae operculiferous. E. ostergreiii (Fig. 

140); parasitic in the intestine of 
Stichopus (Norway). 




Fio. 139. 



Kntocoiicha niirabilL*, in situ, nia^- 
iiiJled. I, oral extremity ; II, remains 
of the fliK'Pstive tract ; III, testis ; IV, 
ovary ; V, antimesenteric vessel of 
the St/napta in which Kntocoiwha is 
parasite. (After J. Mtiller.) 




Fio. 140. 

Enteroxeiios oKtergreM, Bonnevie. 
OP, eggs, (-\fter Bonnevie.) 



Tribe 2. Hbteropoda. 

These are free - swimming Taenioglossa, with the foot flattened 
laterally and the otocysts situated near the cerebral ganglia. There 
are no mandibles and the intestine is short. All the Heteropoda are 
pelagic, and are much modified in adaptation to this mode of existence. 
The foot is very large, and has the form of a fin compressed bilaterally ; 
it bears, in the male at least, a sucker on its ventral aspect (Fig. 142, d'). 
The visceral sac or " nucleus " and mantle form a progressively smaller 
and smaller part of the mass of the body (compare Figs. 142 and 143), 
but the head always remains large and forms a cylindrical snout The 
cerebral nerve-centres are in juxtaposition; the pleural ganglia, still 
visible in the Atlantidae and Pterotracheidae, are attached to them, and 
there are thus two pedal connectives on either side, namely, the cerebro- 
pedal and the pleuro-pedal ; these are separate proximally in Atlanta, but 
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fused together for their whole length iu other forms. The pedal centres 
are situated at the base of the fin (Fig. 142, v). The visceral commiBsure 
is fairly long, is crossed, and bears several ganglia, but there is neither 
dialyneury nor zygoneury. In the Carinariidae, however, there are 
secondary uncrossed viscero-pedal anastomoses, and in the Pterotracheidae 
the pedal connectives are iused with the anterior part of the visceral 
commissure, and behind the pedal ganglia the two branches of this com- 
missure are fused together for the greater part of their length. The 
osphradium is a more or less elongated ciliated organ, situated in the 
pallial cavity to the left of the brancliia. The otocysts are situated near 




Fio. 141. 

Oxygyrus kcraudreni, male, right-side view. A, head ; a, mouth and odontophore ; B, anterior 
part of the foot ; b, cephali<j t^ntaclen ; c, eye ; f/, natatory foot and its sucker ; e, posterior lobe 
of the foot ; /, opHrcuIum ; h, mantle ami pallial cavity ; i, ctenidium ; k, retractor muscle of 
the foot (col umellur muscle) ; /, optic tubercle ; m, oesophagus ; u, salivary gland ; o, rectum and 
anujj ; p, liver ; «/, kidney ; «, ventricle ; u, the otocyst attached to the cerebrti-pleural ganglion ; 
w, testis : X, auricle of the heart ; y, ve.ticuhi seminalis ; r, penis. (From Lankester, after 
Souleyet.) 

the cerebral ganglia (Fig. 141, u). The eyes are very large and highly 
differentiated in structure ; they are placed at the sides of the cerebral 
ganglia and at the bases of the tentacles (Fig. 141, c) when the latter organs 
exist (Pterotrachea and the female in some Firoloida are devoid of tentacles). 
The alimentary canal is furnished with a protractile pharynx containing a 
characteristic Taenioglossate radula with very powerful lateral and marginal 
teeth. The oesophagus is very long and slightly dilated in the middle of 
its length. The stomach and liver are situated posteriorly (Fig. 142, n) , 
the intestine is always very short, and in the Pterotracheidae it is no longer 
i)ent forward (Fig. 143). The heart is situated near the stomach, and in 
the less specialised Heteropoda (Atlantidae, Carinariidae) is clearly disposed 
in the same manner as in other Streptoneura. but in the Pterotracheidae, 
which have undergone detorsion, it has clearly become an opisthobranch 

II 
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heart. In the Atkntidae there is an aortic bulb ; the arterial vessels 
always end abruptly in sinuses. The ctenidium is monopectinate and 
completely enclosed in the pallial cavity in Atlanta (Fig. 141, t), but it pro- 
jects in Carinaria (Fig. 142, i), is no longer covered by the mantle in Ptero- 
trachea (Fig. 143, 6r), and finally has completely disappeared in Firoloida. 
The kidney is a transparent and sometimes contractile sac, which has the 
same relations as in other Taenioglossa and opens not far from the anus (Fig. 
141, g). The gonad is situated beside the liver (Fig. 141, «?). The genitad 
duct is always rather short, and opens alongside of the anus ; in the male 
it exhibits a dilatation, the vesicula seminalis (Figs. 141 and 142, y), and its 
aperture communicates with the penis by means of a seminal groove. The 
penis is situated at the base of the foot, and is provided with a glandular 




Fio. 142. 

Carinaria iMditerranea, male, right-side view. A^ the animal ; B, the shell removed ; C, i), 
two views of the shell of Cardiopoda. a, moutli and odontophore ; 6, cephalic tentacles ; c, eye ; 
d, the fln-like anterior lobe of the foot ; d', its sucker ; «, posterior part: of the foot ; /, salivary 
glands ; hj margin of the mantle ; i, ctenidium ; m, oesophagus ; n, stomach ; o, anus ; p, liver ; 
t, aorta, springing from the ventricle ; «, cerebro-pleural ganglion ; r, pedal ganglion ; w, testis ; 
X, visceral ganglion ; y, vesicula seminalis ; z, penis. (From Lankester, alter Souleyet) 

appendage or flagellum. In the female the genital duct is furnished 
with a copulatory bursa and an albuminiparous gland. The Heteropoda 
lay floating eggs imbedded in a gelatinous matrix ; the larvae are charac- 
terised by the velum, which is divided into four or six lobes. All the 
Heteropoda are pelagic and transparent, and are generally found in dense 
bands in warm and temperate zones, swimming slowly in a reversed 
position, that is to say, with the foot uppermost. They are all car- 
nivorous. The tribe includes three families which aflford a good example 
of regressive evolution accompanying a process of detorsion and a return 
to bilateral symmetry, as in the Opisthobranchs. The specialisation of 
the group is marked by a progressive reduction, and finally by the 
disappearance first of the operculum, afterwards of the mantle, and 
fiinally of the ctenidium and tentacles. The genus Atlanta is still 
provided with a well-developed coiled shell and an operculum, and is 
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characteristically prosobranchiate. In Carinaria the shell is uncoiled 
and rudimentary, and there is no operculum. Pterotrachea has neither 
shell nor tentacles and is opisthobranchiate. Finally, Firolaida has lost 
the ctenidium. 

Family 1. Atlantidae, Rang. Visceral sac and shell spirally coiled 
in one plane ; foot divided transversely into two parts, the posterior part 
bearing an operculum with a sinistral coil (Fig. 48), while the anterior 
part forms a fin provided with a sucker. Genera — Oxy gyrus, Benson ;: 
shell capable of containing the entire animal, carinated only on the last 
whorl and near the aperture. Atlanta, Lesueur; shell capable of con- 
taining the whole animal, carinated throughout ; aperture with fissures 
(Fig. 141). Family 2. Carinariidae, Grasset. Visceral sac and shell 
conical and small in proportion to the rest of the body, which cannot be 
withdrawn into the shell ; foot elongated, fin-shaped, with a sucker but 
without an operculum. Genera — Cariiiaria, Lamarck (Fig. 142). Cardio- 




FiQ. 143. 



Pterotrachea mutica, seen from the right side, a, pouch for the reception of the snout when 
retracted ; &r, cteDidiuin ; c, pericardium ; g, cerebral ganglion ; g', pedal ganglion ; i, intestine ;. 
ifU, posterior part of the foot ; n, so-called viHceral nucleus ; or, cephalic eye ; ph^ pharynx ; pr, 
fin-like anterior part of the foot ; v, oenopha^nis ; w, osphradium ; «, caudal appendage. (From 
Lankester, after Keferstein.) 

poda, d'Orbigny (Fig. 142, C, D). Family 3. Ptkrotrachkidak, Gray. 
Visceral sac very much reduced, without shell and mantle ; anus on the 
posterior part of the body ; foot provided with a sucker in the male 
only. Genera — Pterotrachea, Forsk&l ; no tentacles ; a ctenidium present ; 
a filiform appendage at the posterior extremity of the foot (Fig. 143). 
Firoloida, Lesueur ; tentacles present, but no ctenidium and no posterior 
appendage to the foot. Pterosoma, Lesson. 

Sub-Order 2. Stenoglossa. 

Pectinibranchs in which the nervous system is much concentrated 
and always zygoneurous. The perioesophageal nerve -collar is always- 
posterior to and is not traversed by the salivary glands. The stomato- 
gastric ganglia are situated close to the cerebral nerve-centres and far 
behind the buccal mass, the last-named organ being greatly reduced. A 
well-developed proboscis, an unpaired oesophageal gland (the gland of 
Leiblein or poison-gland), a pallial siphon, and a penis are always present. 
The osphradium is bipectinate. The radula is narrow, and in the 
majority of genera (Kachiglossa) has a single lateral on each side of the 
median or rachidian tooth : in the remainder of the group (Toxiglossa) 
there is no median tooth, and the radular formula is therefore 1.0.1. 
The sub-order is accordingly divided into two tribes. 
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TbIBE 1. RACHIOLOSaA. 

These are Stenoglossa with a highly-developed proboscis, a pallial 
siphon, and rudimentary jaws : the radular formula is 1.1.1 (Fig. 74, H). 

Family 1. Turbinellidae, Sowerby. Shell solid, piriform, with a 
thick folded columella ; foot broad ; proboscis long ; tentacles conver- 
gent ; lateral teeth of the radula bicuspidate. Genera — TurhtneUa^ 
Lamarck ; shell with short spire and long canaL Cynodonta^ Schumacher ; 
spire and canal short ; shell tuberculated. Fulgur, Montfort ; shell 
piriform ; tentacles short Hemifu»u8y Swainson ; shell fusiform \vith 
carinated whorls ; tentacles short (Fig. 99). Tudicla, Link. Strepsidura, 
Swainson. Family 2. Fasciolariidae, Adams. Shell elongated, with 
a long siphon ; head small and narrow, with short tenacles ; foot rather 
broad and short ; lateral teeth of the radula multicuepidate. Genera — 
Fasdolarioy Lamarck. FustLs, Lamarck. Clavellay Swainson. Latirus^ 
Montfort Family 3. Mitridae, Adams. Shell fusiform and solid, 
the spire pointed, the aperture elongated and the columella folded ; no 
operculum ; tentacles elongated, bearing the eyes at their sides ; foot 
narrow ; proboscis very long ; siphon moderately long. Genera — Mitra, 
Lamarck. Tvrricula, Klein. CylinAromitra^ Fischer. Imbricaria, 
Schumacher. Family 4. Buccinidae, Fleming. Foot large and broad ; 
eyes at the bases of the tenacles ; shell ovoid, with oval aperture ; a 
homy operculum. Genera — ChrysodomuSy Swainson ; shell fusiform, 
solid, with an unguiculate operculum ; British. Liomesus^ Stimpson ; 
shell ovoid, with a very short canal ; tentacles short ; lateral teeth of the 
radula unicuspidate. Btuxdnum, Linnaeus ; shell ventricose with a wide 
aperture ; operculum oval with sub-central nucleus ; tentacles moderately 
long ; lateral teeth with three or four cusps ; British. Gominella, Gray ; 
shell fusiform ; the operculum oval to piriform, with an apical nucleus. 
TrUonidea, Swainson ; shell ventricose ; operculum like that of Comindla. 
Pimnia, Bivona ; shell with a short canal ; operculum unguiculate ; 
lateral teeth tricuspidate. EtUhriay Gray ; shell fusiform, with elongate 
spire and canal. Phos, Montfort ; foot broad with two lateral projections 
anteriorly and a slender posterior filament Dipsacus, Klein ; foot 
elongated ; tentacles long ; shell ovoid, solid, with a short canal ; lateral 
teeth bicuspidate. Family 5. Nassidae, Swainson. Foot broad, with 
two slender posterior appendages ; siphon long ; shell ovoid, with a short 
canal ; operculum unguiculate. Genera — Nassoy Lamarck ; external 
border of the aperture of the shell thickened ; marine ; British. CanidicLy 
Adams; exterior border of the aj^erture simple; fluviatile. Bullia, 
Gray ; shell polished ; tentacles without eyes ; foot very broad ; a 
burrowing form. Family 6. Muricidae, Fleming. Foot truncated 
anteriorly ; tentacles elongated, bearing the eyes on their sides, more or 
less high up ; shell with moderately long spire and canal, ornamented 
with ribs, often spiny. Genera — Murex, Linnaeus ; eyes half-way up the 
tentacles ; canal almost closed ; British. Trophoriy Montfort ; eyes at the 
bases of the tentacles ; shell lamellar ; canal open ; British. Typhis^ 
Montfort; shell with closed canal and tubular spines. UrosalpinXj 
Stimpson. LachesiSy Risso. Family 7. Purpuridae, Broderip. Foot 
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short) obtuse posteriorly ; shell thick with a short spire, the last whorl 
large and the canal short ; aperture wide ; columella flattened ; operculum 
homy. Genera — Purpura, Brugui^re ; shell not umbilicated, aperture 
smooth ; British. Bapana, Schumacher ; shell ventricose, umbilicated. 
Monoctros, Lamarck ; shell like that of Purpura, but the aperture shifted 
backward and bearing a conical tooth on its external border. Sidrvm, 
Montfort ; shell thick, spiny, the aperture contracted by the thickening 
of the margins of the aperture. Concholepas, Lamarck ; shell ovoid, the 
spire short and the aperture widely dilated. Family 8. Haliidae, 
Fischer. Foot large and thick ; without an operculum ; tentacles thick 
and flattened ; shell ventricose, thin, and smooth, with a wide aperture. 
Genus — Halia, Risso ; from Cadiz and Morocco. Family 9. Cancel- 
la riidae, Adams. Snout short ; tentacles long, with the eyes at their 
bases and external ; foot small ; no operculum ; siphon short ; shell 
ovoid with short spire and folded columella. Genus — Cancdlaria, 
Lamarck. Family 10. Columbellidae, Adams. Foot large, tentacles 
long and convergent ; spire of shell prominent, aperture narrow, the 
canal very short and the columella crenelated. 
Genus — Colurribella, Lamarck. Family 11. 
Coralliophilidae, Chenu. Foot short ; ten- 
tacles slender and convergent ; siphon short ; 
radula absent ; shell irregular ; sedentary 
animals living in corals. Genera — Corallxo- 
phila, Adams ; shell deformed, with a wide 
aperture and a short canal ; operculum present. 
Rhizochilus, Steenstrup ; no operculum ; the 
aperture of the shell irregular, with the canal 
prolonged into a tube. Leptoconchus, Riippel ; 
no operculum ; the shell globular with a wide 
aperture. Magilus, Montfort ; an operculum 
present ; the last whorl of the shell uncoiled 
and very thick. Rapa, Klein ; an operculum 
present; shell globular and umbilicated, the 
aperture provided with a canal. Family 12. 
VoLUTiDAE, Gray. Head very flattened, and ^lo. 144. 

transversally widened, with the eyes on the coniM Zin«itM*, ventral aspect, 
sides : snout short : foot broad ; siphon with ^» o^P°« ^f the Dedal gUnd ; 11. 
' t r>, TT I . T . mantle and opening of the palllal 

internal appendages. (ienera — Voluta, Lm- cavity ; in, operculum ; IV, an- 

naeus; head with eyes; Australian seas, ^tf ^^^•"^d'^t^if: vi! 
Ouivillea, Watson ; no eyes ; abyssal. Cyviba, siphon ; vii, mouth. (After 
Broderip and Sowerby ; viviparous. Family " *^^ 
13. Olividab, d'Orbigny. Eyes, when present, on the middle of the 
tentacles ; fore part of the foot with a transverse groove ; a posterior 
pallial tentacle ; generally burrowing. Genera — Oliva, Brugui^re ; eyes j 
no operculum. Olivdla, Swainson ; tentacles without eyes ; an operculum. 
Andllaria, Lamarck. Agaronia, Gray. Family 14. Marginbllidab, 
Adams. Foot very large ; mantle reflected over the shell Genera — 
Margindla, Lamarck ; foot without operculum ; a central gland-pore. 
PseudoTnarginella, Carriere ; foot with an operculum and an anterior gland- 
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pore. Family 15. Harpidae, Chenu. Foot very great ; without oper- 
culum ; shell with a short spire and longitudinal ribs ; siphon long. 
•Genus — Harjpoi^ Lamarck. 

Tribe 2. Toxiglossa. 

Stenoglossa without jaws, and with a radular formula of 1.0.1 ; a 
■** poison gland " present, whose duct traverses the nerve-collar. 

Family 1. Pledrotomatidae, Loven. Shell fusiform with an elongated 
flpire ; the margin of the shell and mantle notched ; siphon rather long ; 
•eyes situated on the sides of the tentacles. Genera — ClavcUula, Lamarck ; 
operculum piriform with a lateral nucleus ; eyes near the extremities of 
the tentacles. Pleurotoma, Lamarck ; operculum oval with nucleus near 
the summit ; eyes near the bases of the tentacles. MangUia^ Risso ; no 
•operculum; eyes half-way up the tentacles. Bela^ Gray. Pusionella, 
•Gray. Pontiothauma, Smith. Family 2. Terebridae, Adams. Shell 
turriculated, with numerous whorls ; aperture and operculum oval ; foot 
.«mall ; eyes at the summits of the tentacles ; siphon long. Genus — 
Terehray Adanson. Family 3. Conidae, Gray. Shell conical, with a 
very short spire and a narrow aperture with parallel borders ; eyes 
borne near the middle of the external sides of the tentacles ; an ungui- 
form operculum. Genus — Coniis, Linnaeus (Fig. 144). 

Sub-Class IL Euthyneura, Spengel 
( = Platymalakia, von Jhering=Androgyna, Morch). 

These are hermaphrodite Gastropoda, whose radula is generally 
composed of uniform teeth on each side of the median tooth 
{Fig. 145). The head in most cases bears two pairs of tentacles ; 

it is only in LopJwcercus, 
the Elysiomorpha, 
lledyle milaschevntchij 
and the Janellidae that 
there is a single pair. 
The Euthyneura are 
^^°' 1*^- specially characterised 

Acera bullata, a single row of teeth of the radula ; fonnula : U«. th a rl Af^rainn nf thpir 
oo .1. 00 . (From Lankester, after Loven.) "7 ^^^ actorsion 01 lUeiT 

organisation when adult; 
this detorsion is particularly well manifested in the visceral com- 
missure, which is no longer twisted, except in some archaic forms 
of Tectibranchs {Actaeon, Fig. 57) and Pulmonates (Chilina)^ and 
shows a tendency to the concentration of all its elements round 
the oesophagus (Fig. 146). To such a degree is this concentration 
carried that, with the exception of the majority of the Bullomorpha 
And of Aplysia (Fig. 95), the whole central nervous system is 
aggregated in the cephalic region (Fig. 97), sometimes on the dorsal 
side, as in the Pleurobranchidae and Nudibranchia (Fig. 159), 
sometimes on the ventral side as in the Thecosomata (Fig. 60, n.s). 
The pedal centres are frequently united by a second " parapedal " 
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(Figs. 95, 'pe^ and 96, g.'pe) commissure. The sub-class includes the 
two orders, Opisthobranchia and Pulmonata. 

Order 1. Opisthobranchia, Milne-Edwards. 

Marine Euthyneura with aquatic respiration ; the ventricle of 
the heart is generally anterior, and the pallial cavity, when present, 
is widely open. There is a marked tendency to a reduction of the 
shell, which may become internal or disappear. In the naked 
forms spicules are sometimes developed (Pleurobranchidae, Dorido- 
morpha, Hedylidae, Fig. 168, 5p.). The order comprises two sub- 
orders, Tectibranchia and Nudibranchia. 



u 4- 




Fio. 146. 

Central nervous system of Limnata stagnalis, right-side view. Z>m, buccal mass ; g.a, ab- 
dominal ganglion ; g.bUy buccal or stoniato-gotitric ganglion ; q.cr, cerebral ganglion ; g.p, pedal 
ganglion ; g.pl, pleural ganglion ; g.s.i, supra-intestinal ganglion ; lo.df dorsal lobe of cerebral 
ganglion ; lo.l, lateral lobe of cerebral ganglion ; n.co, columellar nerve ; n.la, labial nerve ; n.o. 
optic nerve ; n.pa, right tmllial nerve ; n.par, parietal nerves ; n.pe, penial nerve ; n.U, 
tentacular nerve ; o«, oeKOphagus ; ot, otocyst and nerve. 

Sub-Order 1. Tectibranchia, Cuvier. 

Opisthobranchs provided in the adult state with a mantle and a shell, 
with the exceptions Runcina^ Pleurohranclutea^ the Cymbuliidae, and some 
Aplysiomorpba. Tliere is a ctenidiuni, except in some " Thecosomata *' 
and " Qymnosomata,'* and an osphradium. The sub -order includes three 
tribes, the BuUomorpha, the Aplysiomorpba, and the Pleurobranchomorpha. 

Tribe 1. Bullomorpha. 

In these Tectibranchs the shell is usually well developed (it is want- 
ing in Rundna and the Cymbuliidae), and may be external or internal. 
There is no operculum except in the Actaeonidae and Limacinidae (Fig. 
49, op). The pallial cavity is always well developed, and contains the 
ctenidium, in part at least : this ctenidium, except in the Lopbocercidae, 
is of the " folded " type. With the exception of tbe Aplustridae, Lopbo- 
cercidae, and Thecosomata, the head is devoid of apparent tentacles, and 
its dorsal surface forms a digging disc or shield usually separate from the 
neck, and with more or less scolloped margins. The edges of the foot 
(parapodia) are continuous with the ventral face of that organ (Fig. 147,/), 
and are often transformed into highly -developed fins (Fig. 151, VI). 
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Posteriorly the mantle forms a large " pallial lobe " under the pallial 
aperture (Figs. 98, iX ; 148, I). The stomach is generally provided with 
chitinous, or even calcified, masticatory plates (Fig. 76, m.}?). The visceral 
commissure is fairly long, except in such specialised forms as RunevMi^ 
Lobiger, and the Thecosomata (Fig. 60, n.8). The hermaphrodite genital 
aperture is connected with the penis by a ciliated groove, except in Adaeari 
(Fig. 148X Lobiger, and Gavolinia longirostris, in which the spermiduct is a 
closed tube. The Bullomorpha are swimmers or burro wers. 

Family 1. Actaeonidae, Adams. Cephalic shield bifid posteriorly ; 
the margins of the foot slightly developed ; the genital ducts diaulic ; the 
visceral commissure streptoneurous ; the shell thick, with a prominent 
spire and elongated aperture ; coluriiella generally folded ; a corneous 
paucispiral operculum. Genera — Actaeoix^ Montfort ; British (Fig. 148). 
Solidula, Fischer von Waldheim. TomateUma, Conrad ; extinct Triplaca, 
Tate ; from the Eocene. AdelactaeoTi, Cossmann. Actaeonina, d'Orbigny ; 
Carboniferous to recent. Bullinay Ferussac. Bullinula^ Beck. Actaeo- 




Fio. 147. 

Aoera buUaia, swimming, 
left-side view. /, fln (foot) ; 
wt, mouth ; aft, shell. (After 
Guiart) 

nella, d'Orbigny ; from 
the Cretaceous. Vol- 
rarta, Lamarck ; Eocene. 
Odostomtopsisj Thiele. 
Family 2. Ringicu- 




Fio. 148. 



Actaeon tornaWis, removed from ita shell, right-side view. 
I, inferior lobe of the mantle ; II, glandular hollow pallial 
appendage (extending to the flrst whorls); III, pallial (hypo- 
branchial) gland ; IV, opening of the pallial cavity ; V, eye and 

lis. 



cephalic hood ; VI, penu 



LiDAB, Fischer. Cephalic disc enlarged anteriorly and forming an open tube 
posteriorly ; shell external, thick, with a prominent spire ; no operculum. 
Genera — Ringicula, Deshayes. Pugmis, Hedley. Cinulia, Gray ; from the 
Cretaceous. Avellana, d'Orbigny ; from the Cretaceous. Fortisiay Bayan ; 
from the Eocene. Family 3. Tornatinidae, Fischer. Margins of the 
foot not prominent ; no radula ; shell external with inconspicuous spire ; 
no operculum. Genera — Tomatina, Adams ; British. Rdusa^ Brown. 
Volvula, Adama Family 4. Scaphandridae, Fischer. Cephalic shield 
short, truncated posteriorly ; eyes deeply imbedded ; three calcareous 
stomachal plates, two broad and paired, one narrow and azygos ; shell 
external, with reduced spire. Genera — Scaphandery Montfort; British. 
Sabatta, Bellardi ; Eocene. Atys^ Montfort SmaragdineHa^ Adams. 
Gylichna^ Loven ; British. Amphisphyra, Loven ; British. Family 5. 
BuLUDAB, d'Orbigny. Margins of the foot well developed ; eyes super- 
ficial ; three chitinous stomachal plates ; shell external, with reduced 
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spire. Genera — Bulla^ Linnaeus ; British. Hdminea, Leach ; British 
(Fig. 98). Family 6. Aceratidab, Pilsbry. Cephalic shield continuous 
with the neck ; twelve to fourteen chitinous stomachal plates ; a posterior 
pallial filament passing through a notch in the shell. Genera — Acera, O. F. 
Miiller; British (Fig. 147). Cylindrohulla, Fischer. VolvatellOy Pease. 
Family 7. Aplustridae, Chenn. Foot very broad ; cephalic shield with 




Fio. 149. 

Hydatina vexilluvt, as seen crawling, a', anterior part of the foot ; b, h', cephalic tentacles ; 
I, shell. (From Lankester, after Adams.) 

four tentacles ; shell external, thin, without prominent spire. Genera — 
Hydatinay Schumacher (Fig. 149). Aplustrum^ Schumacher. MicromelOy 
Pilsbry. Family 8. Philinidae, Adams. Cephalic shield broad, thick, 
and simple ; shell wholly internal, thin, the spiral much reduced and the 
aperture very large. Genera — Philiney Ascanius (Fig. 68) ; gizzard with 
three similar calcareous masticatory plates ; British. CryptophthalmuSy 
Ehrenberg. Chelinoduray Adams. PhanerophthalmuSy 
daapis, Sars ; British. Colobocephalus, Sars. 
Family 9. Doridiidae, Fischer. Cephalic 
shield ending posteriorly in a median point ; 
mantle well developed ; shell internal, 
largely membranous ; digestive canal with- 
out radula and without masticatory plates. 
Gtenera — Doridium, Meckel. Navarchus, 
Cooper. Family 10. Gastropteridae, 
Fischer. Cephalic shield pointed behind ; 
shell internal, chiefly membranous with a 
calcified nucleus, nautiloid ; parapodia well 
developed, forming fins. Gastropteroiiy Kosse. 
Family 11. Runcinidae, Adama Cephalic 
shield continuous with the dorsal integu- 
ments of the body ; no shell ; ctenidium 
projecting from the mantle cavity; four 
stomachal plates. Genus — Runcina, Forbes ; 
British. Family 12. Lophocercidae, 
Adama. Shell globular or ovoid, external ; 
foot elongated, the parapodia separate from 
the ventral surface of the foot ; genital duct diaulic ; visceral commissure 
short. Genera — Lobiger, Krohn ; parapodia divided into two fins on each 




Fio. 160. 

lx)phocercus sieholdi. A^ dorsal 
aspect; B, ventral aspect; C, the 
shell. /, foot; f, parapodia or 
anterior lateral lobe of foot, re« 
fleeted on the shell; m, mouth; 
fh, shell ; t, tentacle. (After 
Souleyet.) 
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side ; two pairs of tentacles; Mediterranean. Lophocercus^ Krohn ; parapodia 
undivided and applied to the shell ; a single pair of tentacles ; Mediter- 
ranean (Fig. 150). Family 13. Limacinidab, Gray. Dextral animals 
with visceral mass and shell coiled "pseudo-sinistrally" (ultra-dextrallv) ; 
operculum with sinistral spiral ; pallial cavity dorsal. Genera — PeracliSy 
Forbes ; head proboscidiform, with symmetrical tentacles ; a ctenidium. 
Limacina, Cuvier ; head much reduced ; the right tentacle larger than the 
left (Fig. 63) ; British. Family 14. Cymbuliidae, Cantraine. Adult 
without shell ; a sub-epithelial pseudoconch formed by the connective 
tissue ; pallial aperture ventn^l. Genera — Cymhuliay Pdron and Lesueur ; 
pseudoconch thick; foot with a median ventral filament (Fig. 151). 
CymJmliopsiSf Pelseneer ; pseudoconch thin, with a large cavity. GUbOy 



Cvnibulia peroni, swlmroing, left-flide view. I, position of the mouth, seen through the flu ; 
II, the sub-epithelial pseudoconch ; III, visceral mass ; IV, pallial cavity ; V, posterior flagellum 
of the foot ; VI, left lln. (After DeUe Chi^Je.) 

Forsk&l ; pseudoconch thin, with scarcely any cavity. Desmopterus^ Chun ; 
each fin with a posterior filament Family 1 5. Cavoliniidae, d'Orbigny. 
Visceral mass and shell not coiled, symmetrical; pallial aperture ventraL 
Genera — Cavolinia^ Abildgaard ; visceral mass and shell more or less 
flattened dorso-ventrally (Fig. 153) ; pallial appendages present which pass 
through lateral fissures in the shell. GliOj Browne ; mantle without 
projecting appendages ; shell not septate ; universally distributed (Fig. 152). 
Cumerinoy Boas ; shell with a posterior septum ; circular in section. The 
three last families form the group formerly known as '* Thecosomatous 
Pteropods." These animals are characterised, in contrast to other allied 
MoUusca, by the foot, which is entirely transformed into two anterior 
symmetrical fins ; by the existence of a mantle and mantle-cavity ; by the 
absence of eyes in the adult ; by the absence of a ctenidium, except in 
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certain species of Peraclis and Cavolinia ; and by the position of the nerve- 
centres at the sides and on the ventral side of the oesophagus. All three 
families are pelagic. 





Fio. 158. 
Shell of Cavolinia tridentata, seen 
from the right side. /, postero- dorsal 
surface ; g, nntero-ventral surface ; fc, 
median dorsal spine ; i, month of the 
shell. (From Lankester, after Souleyet.) 

Tribe 2. Aplysiohorpha. 

In these Tectibranchs the shell 
is always much reduced and more 
or less internal, or it may be alto- 
gether lost in the adult, e.g, in 
Phyllaplysia and the Gymnoso- 
mata. The head bears two pairs 
of tentacles. The margins of the 
foot, or parapodia, are separate 
from the ventral surface and are 
generally transformed into natatory 
lobes (Fig. 156, fi). The visceral 
commissure, except in Aplysia, is 
very much shortened. The genital 
duct is monaulic ; the hermaphro- 
dite duct is connected with the 
penis by a ciliated groove (Fig. 
154). The animals comprised in 
this tribe are crawling or swim- 
ming fonns. 

Family 1. Aplysiidae, 
d'Orbigny. The shell partly 
covered in, or internal (absent in 
Aplysiella) ; the foot long, with 
well - developed ventral surface. 
Genera — Aplysia, Linnaeus ; shell 
incompletely covered ; parapodia 
broad ; visceral commissure long ; 
British (Fig. 164). Dolabella, 
Lamarck. Dolahrifer, Gray. Aplysiella^ Fischer; shell only slightly 
covered in ; parapodia slightly developed ; visceral commissure short. 
Phyllaplysia, Fischer ; parapodia slightly developed ; no shelL Notarchus, 
Cuvier ; shell internal, much reduced ; parapodia fused together dorsally 
to form a contractile sac surrounding but not attached to the visceral sac. 



Fio. 152. 



Clio acictdat ventral aspect. C, 
wing-like lateral lobe of the foot ; d, 
median posterior lube of the foot ; c, 
genital opening ; h, pointed extremity 
of the shell ; i, anterior margin of the 
shell ; w, stomach ; o, liver ; p, heart ; 
u, hermaphrodite gland. (From Lan- 
kester, after Souleyet.) 
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Fio. 154. 

Aplysia leporina (dorsal aspect), with the parapodia and mantle reflected from the mid-line, 
a, anterior cephalic tentacle ; b, posterior tentacle (between a and b, the eyes) ; c, right para- 
podia ; d, left parapodia ; e, hinder part of visceral hump ; /.o, anterior part of the foot, under- 
lying the head ; /.p, posterior extremity of the foot ; a, ctenidiiun ; A, tne mantle-skirt tightly 
spread over the homy shell and pushed with it towards the left side ; i, the spermatic groove ; 
ky the common genital pore ; /, oriflce of the grape-shaped gland ; m, osphradium ; n, outline 
of part of the renal sac below the surface ; o, external aperture of the kidney ; p, anus. (After 
Lankester.) 





Fig. 165. 

Deriohixinchaea paMciV/e»w, Boas, 
ventral aspect, V- c.r, posterior 
ciliated ring ; /, anterior part of the 
foot ; /', posterior part of the foot ; 
Jl, flns or parapodia ; g, gill ; pr, pro- 
boscis ; su^ suckers ; t, tentacle. 
(After Boas.) 



Fio. 156. 

Halopsyche gaudichaudi, ventral aspect, 
the body-wall removed, the head to the right- 
hand side, a, the mouth; c, the fln-Iike 
lateral lobes of the foot; d, the anterior 
median part of the foot ; e, cephalic tentacles ; 
/, the posterior median part of the foot; 
k, retractor muscles; I, appendages of the 
cephalic tentacles ; o', anus ; o, j), liver ; 
M, t?, u», genitalia ; y, genital pore. (From 
Liankester, after Souleyet.) 
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Family 2. Pneumonodermatidae, Gray. Shell and mantle absent ; foot 
shorter than the visceral mass, and with a much-reduced ventral surface ; 
parapodia highly developed and fin -shaped ; pharynx evaginable, with 
suckers. Genera — Vexiohranchaeay Boas ; suckers independent ; no terminal 
posterior branch ia. Pruwmonodenruiy Cuvier ; suckers united on two lobes ; 
a quadriradiate terminal branchia. Spongiobranchaea^ d'Orbigny ; a 
simple annuliform terminal branchia. SchvMhrachium^ Meisenheimer ; 
acetabuliferous appendages ramified. Family 3. Clionopsidae, Costa. 
No buccal appendages or suckers ; a very long evaginable proboscis ; a 
quadriradiate terminal branchia. Genus — Clionopsis, Troschel. Family 4. 
NoTOBRANCHAEiDAE, Pclseneer. Posterior branchia tri radiate. Genus — 
Notohraiic/iaeuy Pelseneer. Family 5. Thliptodontidae, Kwietniewski. 
Head very large, not marked off from the body ; neither branchia nor 
suckers ; fins situated near the middle of the body. Genus — Thliptodon, 
Boas. Family 6. Clionidae, Gray. No branchia of any kind ; a 
short evaginable pharynx, bearing paired conical buccal appendages or 
** cephalocones.*' Genera — Glione, Pallas. Paraclione^ Tesch. Fowlerina, 
Pelseneer. Family 7. Halopsychidae, Pelseneer. No branchia ; two long 
and branched buccal appendages. Genus — Halopsyche, Boas (Fig. 166). 

The last six families form the group formerly known as the " Gymno- 
8omatou8 Pteropoda," characterised by the absence of the mantle and shell, 
the reduction of the ventral surface of 
the foot, and the fin-shaped parapodia 
placed at the anterior end of the body. 
They are all pelagic. 



Tribe 3. Pleurobranchomorfha. 

In these Tectibranchs there are 
two pairs of tentacles. The foot is 
devoid of parapodia. There is no 
pallial cavity, but there is always a 
single ctenidium situated on the right 
side and occupying the space between 
the mantle and the foot The genital 
duct is diaulic, without an open 
seminal groove ; the male and female 
apertures are contiguous. The vis- 
ceral commissure is short, and re- 
sembles that of the Nudibranchs in 
showing a tendency to the fusion of 
the supra-intestinal and sub-intestinal 
with the pleural ganglia, and the 
concentration of all the ganglia on 
the dorsal side of the oesophagus. 

Family 1. Tylodinidae, Mazza- 
relli. Shell external and conical ; the 
anterior tentacles form a frontal veil ; 




Fio. 167. 

Pleiirohranchaea mefkeli, dorsal aspect. I, 
posterior tentacle or rhinophore ; 1 1, inantle ; 
III, foot; IV, gill ; V, pasition of the anus, 
under the mantle; VI, oritlce of Bounie'a 
prebranchlal gland; VII, genital (herma- 
phrodite) oritlce; VIII, the ftised anterior 
tentacles ; IX, expanded proboscis. 

the ctenidium extending only over 



the right side ; a distinct osphradium. Genus — Tylodina, Kafinesque ; 
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Mediterranean. Family 2. Umbrellidae, Gray. Shell external, conical, 
and much flattened ; anterior tentacles very small and situated together 
with the mouth in a notch in the foot below the head ; ctenidium very 
large, extending above the neck. Genus — UTnbrella, Lamarck (Fig. 158). 
Family 3. Pleurobranchidae, Gray. Shell covered by the mantle or 
absent ; the interior tentacles form a frontal veil ; spicules are formed in 
the mantle ; foot flattened. Genera — PleurobranchuSf Cuvier ; mantle 
long and broad ; shell internal, with a short spire. Btrthelkty Blainville. 
Haliotinelluj Souverbie. Oscanius, Leach ; British. Oscaniella, Bergh. 
Oscaniopsis, Bergh. Pleurobranchaea, Meckel ; mantle short and narrow ; 
no shell (Fig. 157). 




Fio. 158. 

Umbrella mediterranea, right side view, o, mouth ; h, cephalic tentacle ; h, ctenidium. The 
free edge of the mantle is seen just below the margin of the shell. (Prom Lankester, after 
Owen.) 

Sub-Order 2. Nudibranchia, Cuvier. 

Naked Opisthobranchs without a shell in the adult state ; without 
ctenidium and osphradium. These animals are generally slug-like and 
exhibit an external symmetry. The visceral mass, except in the Uedylidae, 
is no longer a sac marked olf from the foot, and the dorsal integuments 
frequently give rise to appendages which are subservient to respiration. 
The nervous system is much concentrated; the ganglia are generally 
united on the dorsal side of the oesophagus ; the supra-intestinal and 
infra-intestinal ganglia are fused with the pleurals (Fig. 159, a) ; the fusion 
of the centres is sometimes carried to a great extent {Tethys), but the 
several infra-oesophageal commissures (pedal, visceral, and stomato-gastric) 
always remain distinct. The visceral commissure is always reduced, and 
is generally without a ganglion. Accessory stomato-gastric or "gastro- 
oesophageal " ganglia are present. The gonad is subdivided into male 
and female acini (Fig. 102, B) except in the Elysiomorpha, The Nudi- 
branchia are marine, generally carnivorous, and brightly coloured, 
affording many instances of mimicry. There is no osphradium, but its 
absence is compensated by the increased development of the olfactory organ 
or rhinophore. In ontogeny the free veliger stage of Nudibranchs (Fig. 61) 
is followed by a planarifurm creeping stage, during which the shell is 
rapidly lost (Fig. 116, B) ; and finally the dorsal appendages are acquired, 
notably the dorsal papillae of the Solids, of which the most anterior are 
the first to be developed. Cenia is the only form that leaves the egg in 
the adult condition ; it has no embryonic shell, and the embryonic velum 
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is extremely reducecL The phylogenetic relationships between the Nudi- 
branchs and Tectibranchs are clearly exhibited by the organisation of the 
Pleurobranchomorpha, in which there is neither a pallial cavity nor an 
osphradium, and the respiration is largely pallial. The shell is altogether 
absent in Pleurobranchaea ; the nervous system is concentrated on the 
dorsal side of the oesophagus ; spicules and cnidocysts are found in the 
dorsal integuments. The mantle of the Doridomorpha is completely 
homologous with that of the Pleurobranchidae, and is in no wise to be 
regarded as an epi podium reflected over the dorsal surface of the body. 




Fio. 159. 

Nervous sTstem of Goniodoris, dorsal view, a, cerebro-pleural ganglion, with eye and oto< 
cyst ; h, pedal ganglion ; c, sub-cerebral commissure ; d, visceial commiBsure ; «, visceral nerve ; 
/, genital nerve ; g, penial nerve ; h, pallial nerve ; i, tentacular nerve and ganglion ; j, 8tomato> 
^stric ganglion. 

Tribe 1. Tritoniomorpha. 

Nudibranchia in which the liver is wholly or partially contained in 
the visceral mass. The anus is lateral, on the right side. There are 
generally two rows of ramified dorsal appendages (Fig. 83, II). The genital 
duct is diaulic ; the male and female orifices contiguous. Family 1. 
TRiTONnDAE, Adams. The anterior tentacles form a frontal veil ; the 
foot rather broad. Genera — Tritonia, Cuvier ; stomach without homy 
plates ; British (Fig. 83). Marionia^ Vayssifere ; stomach with homy plates. 
Family 2. Scyllaeidae, Alder and Hancock. No anterior tentacles; 
dorsal appendages broad and foliaceous ; foot very narrow ; stomach with 
horny plates. Genus — ScylUuay Linnaeus ; pelagic. Family 3. Phyllir- 
HOIDAE, Adams. No anterior tentacles and no dorsal appendages ; body 
laterally compressed ; transparent natatory forms. Genus — Phyllirhoe, 
Pdron and Lesueur (Fig. 161). Family 4. Tethyidae, Alder and 
Hancock. Head broad, surrounded by a funnel-shaped velum or hood ; 
no radula ; dorsal appendages foliaceoua Genera — TethySy Linnaeus ; 
foot broad ; no mandibles (Fig. 1 60, B). Melxbe^ Rang ; foot narrow ; 
mandibles present. Family 5. Dendronotidae, Alder and Hancock. 
Anterior tentacles forming a scolloped frontal veil ; dorsal appendages and 
tentacles similarly ramified. Genera — DendronotuSf Alder and Hancock ; 
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British. • Campaspey Bergh. Family 6. Borneludae, Fischer. The 
dorsum garnished on either side with papillae at the bases of which are 




Fig. 160. 

A, Eolis papilloaa, dorsal view: a, posterior cephalic tentacle (rhino phore) ; 6, anterior 
cephalic tentacle ; c, the dorsal papillae. B, Tethy» Uporina, dorsal view ; a, the cephalic hood ; 
b, cephalic tentacle ; c, neck ; d, genital pore ; 0, anus ; /, large dorsal |iapillae ; g, smaller 
dorsal papillae ; h, niaiigin of the foot C, Doris tubernUata, seen ftrom the pedal surface ; b. 
margin of the head ; /, sole of the foot ; m, month ; «p, the mantle. D, B, dorsal and lateral 
view of ElyHa viridis ; b, tentacle ; ep, lateral outgrowths. (From Lank ester, after Hancock, 
(^ivier, and Allmann.) 




Fio. 161. 

Phyllirhoe buoephcUum, right-side view ; 
the internal organs are shown as seen by 
transmitted light, a, mouth ; b, radular 
sac ; c, oesophagus ; <f, intestine ; d, 
stomach ; /, the genital pore ; y, anus ; 
(It 9't 0"> ff"** the four lobes of the liver ; 
k, the heart (auricle and ventricle) ; I, the 
renal sac ; V, the ciliated reno-pericardial 
duct; Tit, the external opening of the 
renal sac ; n, the cerebral ganglion ; 0, 
the cephalic tentach^ : w, the parasitic 
luednsa Mnestra, usually found attaclied 
in this position ; y, the ovo-testes. (From 
Lankoster, after Keferstein.) 



ramified appendages. Genus — Bomdla, Gray. Family 7. Lomanotidae, 
Bergh. Body flattened ; the two dorsal borders prominent and foliaceous 
Genus — Lomanotus, Verany ; British. 
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Tribe 2. Doridohorpha. 

Nudibranchia with external symmetry, in consequence of the median 
position of the anus, which is posterior and generally dorsal, and sur- 
rounded by ramified pallial appendages constituting a secondary branchia 
(Fig. 162, g\ The liver is not ramified in the int^ment«. The genital 
duct triaulic Spicules present in the mantle. 

Family 1. Polyceratidae, Abraham. A more or less prominent 
frontal veil ; branchiae non-retractile. Genera — Euplocamus, Philippi 
(Fig. 162) ; ramified dorsal appendages on the border of the mantle. 





Fio. 162. 

Knplocamus croce^ut, dorsal aspect. 
a, anus ; /, foot ; fr.a^ frontal append- 
ages : g, gill ; pa.a, pallial appendages ; 
rh, rhinophore. (After VayBsi6re.) 



Fio. I<i3. 

Ancula cristata, dorsal view, a, 
anus ; br, pallial gill encircling the 
anus (external to these respiratory 
appendages are seen ten other club- 
like pallial appendages); t, posterior 
(branched) cephalic tentacle or rhino- 
phore. (FYom Lankester, after Alder 
and Hancock.) 



Polycera^ Cuvier ; the mantle border bears on each side a single posterior 
pointed appendage ; British. Thecaceray Johnston ; the mantle border 
with club-shaped appendages ; the branchia formed of three lobes directed 
forwards ; British. Aegirus, Loven ; body tuberculate ; rhinophores not 
lamellar ; a dorsal mandible ; British. Plocamophemsy Leuckart. PaliOy 
Gray. Crimora, Alder and Hancock. Triopa^ Johnston, British. Trio- 
pella, Sars. Family 2. Goniodorididae, Adams. Mantle border pro- 
jecting ; frontal veil reduced and often covered by the anterior border of 
the mantle. Genera — GoniodoriSy Forbes ; frontal veil not continuous 
with the mantle ; mantle quadrangular and incised posteriorly ; British. 
AcanthodoriSy Gray ; mantle oval, papillate ; rhinophores retractile ; British. 
Idalia, Leuckart ; mantle reduced and fringed with long appendages ; 
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rliinopbores very long, non-retractile ; British. AncmloL^ Loven ; mantle 
border scELrcely distinguishable, without appendages ; rhinophores branched ; 
British (Fig. 163). DoridunctUuSf Sars. Lawellodoris, Alder and Han- 
cock. Ancylodoris, Dybowsky, the only freshwater Nudibranch, from Lake 
Baikal, probably belongs to this family. Family 3. Hkterodorididak, 
Fischer. No branchia. Genus — Heterodoris, Verrill and Emerton. 
Family 4. Dorididak, Gray. Mantle oval, covering the head and the 
greater part of the body ; anterior tentacles ill developed ; branchiae 
generally retractile. Genera — HexabranchuSf Ehrenberg ; branchiae made 
up of separate fascicles, retractile within distinct, 
cavities. Doris, Linnaeus ; mantle elliptical, 
covering the whole body ; branchiae tri- or 
quadri-pennatifid ; British (Fig. 160, C). (Sub- 
genera — ArchidoriSj Bergh. Rostajiga, Bergh. 
Aldisa, Bergh. Cadlina, Bergh. Joninna, Bergh. 
Platydoris, Bergh). Chromodoris, Alder and 
Hancock ; body long and narrow ; foot longer 
than the mantle ; branchial plumes simply 
pinnate. Family 5. Doridopsidae, Alder. 
Pharynx suctorial ; no radula ; peri -branchial 
rosette on the dorsal surface, above tlie mantle 
border. Genus — Doridojms, Alder and Hancock. 
Family 6. Corambidae, Bergh. Anus and 
branchia posterior below the mantle border. 
tnU^«,S;^m'2S'*>.fSt"; Gtnns-Corambe, Bergh (Fig. 164). Family 7. 
p, paiiiai gills; m,Diouth;po, Phyllidiidae, Alder and Hancock. Pharvnx 

*' mantle ";«, tentacle. (After x'lu i.- j- j.\. \ i " j 

H. Fisciier.) suctorial ; branchiae surrounding the body and 

placed between the mantle and the foot. Genera 

— Phyllidea, Cuvier ; anus dorsal. Fryeria, Gray ; anus posterior between 

the mantle and the foot 

The three last families constitute the sub -tribe " Porostomata," 

characterised by the reduction of the buccal bulb, which is transformed 

into a suctorial apparatus. 

Tribe 3. Eolidomorpha ( = Cladohepatica). 

Nudibranchs in which the whole of the liver is contained in the 
integuments and the tegumentary papillae (Fig. 77). The genital duct 
is diaulic, and the male and female orifices are contiguous. A pair of 
laterally placed mandibles is present (Fig. 73, A). The anus is antero- 
lateral, except in the Proctonotidae, in which it is median. The tegu- 
mentary papillae are not ramified : they frequently contain terminal sacs 
(cnidosacs), which communicate on the one hand with the exterior, on the 
other hand with the digestive canal (Fig. 165). The cnidosacs contain 
nematocysts, which according to Wright and to Grosvenor are derived 
from the various species of Hydroids on which the animals feed. The 
nematocysts are invaginated while they are in the cnidosacs, but when 
expelled from them they are evaginated (Fig. 166). In some species of 
Hedyle and Psmdovermis, in which there are no tegumentary papillae. 
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cnidosacs are found in the integuments ; tf.^. PsevAowrmM p(iradoxu8 
(Fig. 169). 

Family 1. Eolididae, d'Orbigny. Dorsal papillae spindle-shaped or 
club-shaped, each ending in an open sac of endodermic origin which 
communicates with a hepatic caecum and contains nematocysts. Genera 
— Eolisy Cuvier ; the anterior angles of the foot prominent ; rhinophores 
smooth ; dorsal papillae compressed ; British 
(Fig. 160, A). Facelinay Alder and Hancock ; 
rhinophores foliated ; radula 
triserial ; British. TergipeSj 
Cuvier ; rhinophores simple ; 
radula uniserial ; doi^ pa- 
pillae in a single row on 
either side ; otocyst with an 
otolith ; British. Gonieolis, 
Bergh ; no eyes. Cuthona, 
Alder and Hancock. Eirible- 
tonia, Alder and Hancock. 
Galvina, Alder and Hancock. 
Calma^ Alder and Hancock. 
HerOy Loven ; a frontal 
velum ; rhinophores simple ; 
dorsal appendages in umbel- 
liform clusters. Family 2. 
Glaucidae, Gray. The 
body furnished with three 
pairs of lateral lobes bearing 
the tegumentary papillae ; 
foot very narrow ; free- 
swimming pelagic forms. 
Genus — Glaucus, Forster. 
Family 

Bergh. Body elongated ; J^c 
the visceral mass marked 
off from the posterior part of the foot ; dorsal tegumentary append- 
ages absent or reduced to a single pair ; spicules developed in the 
integument. Genus — Hedyle, Bergh (Fig. 168) ; from the Black Sea, 
Sea of Marmora, Mytilene, Flores. Family 4. Pskcdovermidae, 
Pelseneer. Head devoid of tentacles ; body elongated ; the anus on 
the right side. Genus — Pseudovermis, Periaslavzeff (Fig. 169); from 
the Black Sea and Mytilene. Family 5. Proctonotidae, Alder and 
Hancock. Anus situated posteriorly in the median line of the back ; 
anterior tentacles atrophied ; foot broad. Genera — Janus^ V^rany ; 
a median crest between the rhinophores ; British. Proctonotus^ Alder 
iind Hancock ; no intertantacular crest; British. Family 6. Dotonidae, 
Adams. Bases of the rhinophores surrounded by a sheath ; dorsal 
papillae club-shaped and more or less tuberculated, arranged in a single 
row on either side of the dorsum ; no cnidosacs. Genera — Doto, Oken ; 
a frontal veil ; British. GelUnay Gray ; no frontal veil. Hermnorpha^ 




Fia. 105. 



of a 



Sagittal Hection 
dorsal papilla of KoUs. 
cniclocystic sac ; rf, duct 
of junction between thfi 
hepatic caecum and the 
3. HedYLIDAE, cnidocystic sac ; «;>, exter- 
nal epithnliiun ; A.c, hep- 
■ ; caecum. 



Fio. 166. 

Evaginated cnidocyst 
from KolispiimUUa^ x 600. 
(After Vayssiere.) 
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Bergh. Family 7. Fionidae, Alder and Hancock. Dorsal tegnmentary 
papillae provided with a membranous expansion ; liver in the form of 
two longitudinal canals into which the caeca of the dorsal papillae open ; 
male and female orifices at some distance from one another ; pelagic 




Fio. 107. 



PlruroiihyUidia lineata. A, dorsal view ; B, 
ventral view, b, the moutli ; I, laiiielliforni 
pallial gilU (the posterior part of the foot bean* 
a median glandular tract). (FYom Lankester, 
after Souleyet.) 




Fio. 168. 

Ileilyfe glanduHfem, dorsal aspect, e, 
eye ; /, foot (i>08t4?rior part) : n.s, nervous 
system : ph, pharynx ; *;>, spicula ; t'.m, 
visceral mass. (After KoM'alewsky.) 



Fio. 169. 

Pseudovennis "paradorns, 
dorsal aspect, a, anus ; «/, 
enidosac ; f, eye ; A-, kidnev : 
/, liver ; m, moutli (on the 
ventral side, seen through 
the transparent head) ; n.#, 
nervous system ; o/, oto- 
cyst ; phy pharynx ; *r, 
stomach. (After Kowalew. 
sky.) 



Genus— i^io?ia, Hancock and Embleton. Family 8. Pleurophyllididae, 
Adams. Anterior tentacles in the form of a digging shield; mantle 
naked ; tegumentary papillae or " branchiae " situated along the sides of 
the foot, beneath the mantle border. Genus — Pleurophyllidia, Meckel 
(Fig. 167). Family 9. Dermatobranchidae, Fischer. Like Pleuro- 
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phyllidiaf but wholly devoid of " branchiae." Genus — DerniatobranchuSy 
van Haaeelt 

Tribe 4. Elysiomorpha. 

Nudibranchia in which the liver ramifies in the integuments and 
extends into the dorsal papillae. The genital duct is always triaulic, 
and the male and female orifices are distant (Fig. 105). The gonad is 
divided into spheroidal hermaphrodite lobules. There are no mandibles, 
and the radula is uniserial. There is never more than one pair of tentacles, 
and these are wanting in Alderia and some species of Limapojitia, The 
otocyst«i contain each a single otolith. 

Family 1. Hermaeidab, Adams. Foot narrow ; dorsal papillae 
without nematocysts, linear or fusiform, and disposed in several series. 
Genera — Hermaeay Loven ; rhinophores split throughout their length ; 
dorsal papillae linear ; anus antero-dorsal ; British. StUigery Ehrenberg ; 
rhinophores simple ; dorsal papillae fusiform or ovoid ,* anus antero-dorsal. 
Alderia^ All man ; anus median and posterior ; no tentacles ; dorsal 
papillae linear ; inhabitants of brackish waters ; British. Family 2. 
Phyllobranchidae, Bergh. Foot broad ; dorsal papillae without 




Fig. 170. 
Cenia cocksi^ left-siile view, magnified a, anus. (After Hancock.) 

nematocysts, flattened and foliaceous. Genera — Fhyllobranchus, Alder 
and Hancock ; foot simple ; anus latero-dorsaL Cyerce, Bergh ; ventral 
part of the foot divided transversely ; anus median. Family 3. Plako- 
BRANCHIDAE, d'Orbiguy. Body depressed, without dorsal papillae, but with 
two very large lateral expansions with dorsal plications ; head flattened ; 
eyes approximated. Genus — Plakohranchus^ van Hasselt Family 4. 
Elysiidab, Adams. Body elongated, with lateral expansions ; head 
rounded and eyes separated ; tentacles large ; foot narrow. Genera — 
Elysia, Risso ; British (Fig. 160, D, E). Tridachia, Deshayes. Family 5. 
LiMAPONTHDAE, Adams. No lateral expansions of the body and no dorsal 
papillae ; body planariform ; anus dorsal, median, and posterior. Genera 
— Limapontiaj Johnston ; no tentacles ; head and body devoid of crests ; 
British. Actaeoniaj Quatrefages ; head carinated laterally ; British. 
Genia, Alder and Hancock ; head with two long tentacles (Fig. 1 70). 

Order 2. Pulmonata, Cuvier. 

Euthyneura with a pallial cavity but no ctenidium. The pallia! 
aperture is diminished by the fusion of the mantle border with the 
neck, and reduced to a comparatively small contractile orifice at its 
posterior extremity (Fig. 177, V). The pallial cavity and shell are 
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often reduced ; the latter may be partially covered over, or internal, 
or even absent. There is never an operculum in the adult, except 
in Amphiholtty and an operculum is only found during development 
in the Auriculidae, Siphonariidae, and Oncidiidae, all of which are 
marine forms. In the pallial cavity the interior wall of the mantle 
is traversed by vascular arborisations (Fig. 86, X), and thus con- 
stitutes a pulmonary organ adapted for breathing air. In the 
Janellidae the pulmonary cavity is prolonged into line respiratory 
canaliculi (Fig. 90, tr), and thus becomes a tracheal lung. It is 
much reduced in the Oncidiidae, and in Ancylus and the Vaginulidae 
it disappears as a consequence of the complete abortion of the pallial 
cavity. In some rare cases the pulmonary cavity may be filled 
with water, and then its wall may give rise to a secondary branchia 
which is not the equivalent of a ctenidium (Siplionai-ia, Fig. 174, 
III). In other cases the inferior pallial lobe, situated beneath the 
pulmonary orifice of the Basommatophora, may be transformed 
into a branchia (Planorbidae, Figs. 89, g, and 175, br). The auricle 
of the heart is usually anterior (Fig. 86), as is the case in the most 

archaic Opisthobranchs, and it is only 
in the excessively detorted forms such 
as Testacella and the Oncidiidae that 
the ventricle lies in front of the 
auricle. The kidney usually has a 
more or less elongated duct or 
" ureter " (Stylommatophora, Fig. 
86, V). In the nervous system, as a 
rule, all the ganglia are concentrated 
round the oesophagus and are closely 
apposed to one another (Fig. 146), but 
this is not the case in some archaic 
Basommatophora such as Chiliiux, 
Auricula, Laiia (Fig. 96). In the 
Auriculid Fythia, the spermiduct re- 
tains the character of an open ciliated 
groove leading from the hermaphro- 
dite aperture to the penial orifice 
(Fig. 171, ci): in other Auriculidae 
this groove is simply closed to form 
a canal extending from the herma- 
phrodite to the male orifice. In all 




Fio. 171. 



Reproductive apparatus of Puthia. 
\ afbuminiparouH gland ; rt, ciliat«d 
groove ; /, fold in the distal part of the 



sperm ov id n ct ; g.gl, ovo- testis; /i.o, 

hermaphnxlite orifice ; m.o, male orlllce; i -r* ■• i . 

muc, mucous gland; pf, i)eui8 ; ret, re- Other Pulmonates there IS uo longer 

tractor muscle of penis ; r.g, recepta- ., ■• -n 1.1.11. 

culum seminis; sp, spermiduct; .s;>o, a COmmoU gCUltal OnhCC, DUt the 

(TftTJuteo* '"'•'• ""'^'"'^ '"''"'"• hermaphrodite duct bifurcates to 

form a distinct oviduct of greater 
or less length, and the primitive hermaphrodite aperture becomes 
the female orifice. As a result of secondary changes, the orifices 
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of the oviduct and penis may be approximated, a condition found 
in the majority of the Stylommatophora (Fig. 104). 

The Pulmonates never have a free larval form ; if a veliger is 
developed it is always contained in the egg membranes. The 
majority of Stylommatophora do not pass through a veliger stage, 
and in other forms the velum is almost always ill developed (Fig. 




Fio. 172. 

A series of Styloiniiiatophorous Piilmoimta, showing the reduction of the shell. A^ Helix 
pomatia ; B, Da ucUIjardia brnnpes ; C, Testacella haliotkUa ; D, AHon ater. a, external shell in 
A, B, C ; shell-sac (closed) in D ; b, orifice of thepallial or pulmonary cavity. • (From Lankeater, 
after F^russac, Pfeiffer, and Reeve.) 

119, A, ve). The Pulmonates are for the most part aerial, but 
some live in fresh water, and others, but they are exceptional cases, 
are marine. The Pulmonates are distributed over the whole worid, 
and include some seven thousand species, of which more than half 
belong to the genus Helix, Most of them enter into a resting stage 
during some part of the year ; in the summer in hot climates, in 
the winter in cold climates. In our country the hibernation lasts 
for rather more than a third of the year. 
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The Pulmonata are divided into two sub-orders, Basommatophora 
and Stylommatophora ; the former are generally aquatic, the latter 
terrestrial. 

Sub-Order 1. BASOMMATOPHOfiA. 

Testaceous Pulmonata with an external shell. The head hears a 
single pair of well-developed contractile hut not invaginahle tentacles, at 
the bases of which are the eyes (Fig. 107, 1). The stomach, or at least a 
part of it, is very muscular. The penis is at some distance from the 
female aperture, except in Amphibola and Siphonaria, All have an 
osphradium (except the Auriculidae, which are terrestrial), which is 
situated outside the pallial cavity in those forms in which water is not 
admitted into the lung (Limnaea, Planorbis, Fig. 89, etc.). There is a 
veliger stage in the development, but the velum is reduced. 

Family 1. Auriculidae, Blainville. Terrestrial and usually mari- 
time animals ; the genital duct monaulic, the penis being connected with 
the hermaphrodite opening by an open or closed groove (Fig. 171); shell 

with a prominent spire, the internal 
partitions often absorbed and the aper- 
ture denticulated. Genera — Auncidoj 
Lamarck ; foot not divided ; tentacles 
swollen at their extremities ; shell 
thick, oval, with an elongated aper- 
ture, and two folds on the columellar 
border. CassiduUiy F^russac ; foot 
P,o. 173. '"^ not divided transversely, but bifid 

o«n« oriir. left-side view. C09. shell ; or, Posteriorly; tentacles tapering; sheU 
eye ; p, foot. solid, umbilicated, with a short spire. 

Alexia, Leach ; tentacles swollen and 
pigmented at their extremities ; shell thin with a pointed spire, the 
exterior border of the aperture slightly thickened ; British (Fig. 67). 
Melampus, Montfort ; foot divided transversely and bifid behind ; shell 
solid, with a short spire and a narrow aperture. Carychium, Miiller ; 
tentacles thick and short, with the eyes on the inside ; shell small and 
short ; the aperture oval with a denticulated internal border ; terrestrial ; 
British. Scarafyus, Montfort ; foot not divided ; tentacles tapering ; shell 
oval with a pointed spire, and a very constricted aperture, the margins 
bearing alternate teeth. Leuconia, Gray ; foot divided ; tentacles short 
and compressed ; shell thin, oval, with a conical spire ; aperture oval, 
the columellar border with a single fold ; British. Blauneria, Shuttle- 
worth ; shell sinistral ; aperture elongated, with a single columellar 
fold. PedipeSy Adanson ; foot divided transversely ; shell globular ; the 
two borders of the aperture dentate ; partitions not absorbed. Family 2. 
Otinidae, Chenu. Shell with a short spire and a wide oval aperture ; 
tentacles short. Genera — Otina, Gray ; shell auriform ; marine ; British 
(Fig. 173). CamptonyZf Benson; shell conical with a spiral summit; 
terrestrial. Family 3. Amphibolidae, Adams. Visceral mass and shell 
spirally coiled ; head broad, without prominent tentacles ; foot short, 
operculated. ^larine. Genus — Amphibola, Schumacher ; from New 
Zealand. Family 4. Siphonariidae, Adams. Visceral mass and shell 
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conical ; tentacles atrophied ; head expanded ; genital orifices contiguous ; 
marine animals, with an aquatic pallial cavity containing secondary 
branchial laminae. Genera — Sip^waria, Sowerby (Fig. 174). Hercytulla^ 
Kayser; from the D^onian. Family 6. Qadiniidab, Gray. Visceral 
mass and shell conical ; head flattened ; pulmonary cavity aquatic, but 
without a branchia ; genital orifices separated. Genus — Gadiniay Gray. 
Family 6. Chilinidae, DalL Shell ovoid with a short spire, wide 
aperture, and folded columella ; tentacles broad and flattened ; inferior 
pallial lobe thick ; visceral commissure still twisted. Genus— ChUina, 
Gray ; rivers of Patagonia. Family 7. Limnaeidae, Broderip. Shell 
thin, dextral, with prominent spire and oval aperture ; tentacles angular 
and flat ; no inferior pallial lobe. Genera — Limnaea, Linnaeus (Fig. 
1 07) ; shell wholly external, with a pointed spire ; British. Amphi- 




Fia. 174. 

Sipho^iaria aigexinUj removed from ita shell. I, heart in the pericardium ; II, kidney ; III, 
pallial intrapulmoTiaiy pill ; IV, mantle; V. columellar muwle; VI, anuH ; VII, pneumostome. 
to the left of which (in the pulmonary cavity) is the osphradial papilla; VIII, inferior pallia! 
lobe ; I X, renal pore. 

peplea, Nillson ; shell in great mciisure covered by the mantle, globular, 
with a very short spire ; British. Family 8. Pompholygidae, Dall. 
Shell hyperstrophic (ultra-sinistral, that is to say, with an apparently 
dextral coil) with an obtuse spire ; the animal sinistral. Genera — Pom- 
pholyxy Lea ; tentacles dilated at their extremities ; shell depressed, the 
last whorl ventricose ; from California. Cfioanom2)fialiis, Gerstfeldt ; shell 
umbilicated, with convex whorls ; tentacles slender ; Lake Baikal and 
California. Family 9. Planorbidae, Adams. Visceral mass and shell 
sinistrally coiled ; inferior pallial lobe very prominent and transformed 
into a branchia; tentacles tapering. Genera — Flanorbis, Guettard ; 
shell discoid ; branchia not folded (Fig. 89) ; British. BulinuSy 
Adanson ; shell ovoid with prominent spire ; branchia folded (Fig. 175). 
Miratesta, Sarasin. Family 10. Ancylidae, Menke. Shell conical, not 
spirally coiled ; tentacles short and compressed ; inferior pallial lobe 
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transformed into a branchia. Qenera — Ayiq^his, Geoffroy ; no pulmonary 
cavity ; animal dextral or sinistral ; visceral commissure shortened ; shell 
without internal septum ; British (Fig. 176). Latia, Gray ; a pulmonary 
cavity ; visceral commissure long ; shell with a posterior internal septum ; 
from New Zealand. (hindlachia, VkiReT. Family 11. Physidae, Dall. 
Visceral mass and shell sinistrally coiled ; s*hell thin, with a narrow 
aperture ; tentacles cylindrical ; no inferior pallial lobe. Genera — 

Physa, Draparnaud ; shell oval, 




Fio. 176. 

Bulinus tdtnilatus, ventral aspect, 
frr, pallial extrapulmonary gill ; co, 
heart ; o, mouth ; j), foot ; jw, mantle ; 
2>n«, pneuniastome ; tf, tentacle. 



partly covered by the edges of the 
mantle, which are divided into 
angular tags ; British. Aplexa, 
Fleming ; shell with a pointed 
spire ; edges of the mantle not 
divided and very slightly re- 
flected over the shell ; British. 




Fig. 176. 

Arwylus Jluviatilis, dorsal 
view. To the left, the heati 
Adtli the two cei)halic ten- 
tacles. (From Lankester, after 
Reeve.) 



Sub-Ordkr 2. Stylommatophora. 

Pulmonata with two pairs of tentacles (except the Janellidae and Vertigo, 
which have only a single pair) ; these tentacles are invaginable, and the 
eyes are borne on the summits of the posterior pair. Tlie male and 
female genital orifices open into a common vestibule except in the 
Ditremata (Vaginulidae and Oncidiidae). A suprapedal gland is present 
in nearly all the groups. With the exception of Unddium^ there is no 
longer a veliger stage in the development ; the embryo is often furnished 
with a contractile pedal vesicle (Fig. 117). 

The Stylommatophora may be divided into four tribes : the Holognatha, 
Agnatha, Elasiuognatha, and Ditremata. 

Tribe 1. Holognatha. 

Jaw simple, without a superior appendage. 

Family 1. Selenitidae, Fischer. Radula with elongated and 
pointed teeth, like those of the Agnatha; a jaw present Genera — 
Selenites, Fischer ; shell external, depressed, widely umbilicated. Plutonia, 
Stabile ; animal limaciform, with flattened internal shell and a posterior 
pulmonary aperture. Trigonochlamys^ Bottger ; no shell Family 2. 
Zonitidae, Pilsbry. Shell external, smooth, heliciform or flattened ; 
radula with pointed marginal teeth. Genera — Zonites, Montfort ; 
shell depressed, wholly external; British. AriopJianta, Desmoulins ; 
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mantle produced anteriorly into a cervical lobe ; foot with a posterior 
dorsal mucous pore. Orpiella, Gray ; differs from Ariophanta in 
having a horn-shaped protuberance at the hinder extremity of the foot 
Vitrinaj Draparnaud ; the mantle projects in front and on the right 
side, and partially overlaps the thin and depressed shell ; foot elongated, 
without a posterior mucous pore ; British. Helicarion^ F^russac ; differs 
from Vitrina in having the foot truncated anteriorly, with a posterior 
mucous pore. Family 3. Limacidae, Qray. Shell almost completely 
covered by the mantle, or internal. PaiTtiacella, Cuvier ; shell unguifdmi 
with a spiral summit ; the mantle occupies the centre of the body and 
completely covers the shell except for a very small orifice above the spire. 
Limaxj Linnaeus ; shell wholly internal, without a spiral summit ; 
mantle reduced, and situated on the anterior part of the body ; 
pulmonary aperture towards the hind end of the pallial border ; British. 
Urocyclus, Qray ; shell oval, without a spire, internal except for a small 
median orifice in the hinder part of the mantle ; pulmonary aperture 
in the middle of the pallial border ; African. Pamiai'ton, Fischer. 
Anvaliay Heynemann. Agriolimax, Morch. Mesolimax, Pollonera. Mono- 
chroma, Simroth. ParcUimaXy Bottger. MetalimaXy Simroth. Family 4. 
Philomycidae, Fischer. No shell ; the mantle covers the whole surface 
of the body ; radula with squarish teeth. Genus — Philomycus^ F^russac; 
foot broad ; genital orifice near the right tentacle. Family 5. 
OsTRACOLETHiDAE, Simroth. Shell largely chitinous, not spiral, its 
calcareous summit projecting through a small hole in the mantle which 
elsewhere covers it Genus — Ostracolethe^ Simroth. Family 6. Arionidae, 
Gray. Shell internal or absent ; animal limacifonn ; mantle restricted 
to the anterior and middle part of the body ; radula with squarish 
teeth. Genera — Ario^i^ Ferussac ; respiratory orifice at the anterior end 
of the pallial border ; genital orifice close to the respiratory orifice ; shell 
reduced to simple isolated calcareous granules ; British (Fig. 172, D). 
GeomalaciLs, Alhnann ; shell internal, oval ; Ireland. AriolimaXf Morch. 
A7uidenu8j Morch. Family 7. 
Helicidae, Gray. Shell with 
medium spire, external or par- 
tially covered by the mantle ; 
mandible folded ; radula with 
square teeth ; genital orifice below 
the right posterior tentacle ; geni- 
tal apparatus generally provided 
with a dart- sac and multifid 
vesicles. Genera — Helb:, Lin- Fia. 177. 

naeus ; shell globular, conical or Helix nemorahs, right-side view. I, anus ; II, 

dpurPR^pH with ft Tonnilpd nr t*\ Renltol (heniiaphrodito) ix>re ; III, anterior teii- 

aepressea, Wltn a rounaea or e\- taclea; IV, posterior (oculifennw) tentacles; V, 

panded aperture (Figs. 172, A pneumoatome in its nmxinium disteuHion. 

and 177); British. (A large 

number of sub-genera has been established, which includes more than 
4000 species : Polygyray Say. Sagda^ Beck. Pleurodonfa, Fischer von 
Waldheim. Helicodonta^ Ferussac. HelicophaiitUy Beck. Acavus, Munt- 
fort Sitala, Adams. Chlorites, Beck. Hapalus^ Albeis, etc.) BulimuSy 
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Scopoli j shell ovoid, with oval or elongated aperture and a thickened 
border. Hemphilliay Binney and Bland ; shell unguiform, its edges 
covered by the mantle ; North America. Berendtia, Crosse and Fischer. 
GochlostykLy Ferussac. Modea, Adams. Family 8. Endodontidae, 
Pilsbrv. Shell spiral, external, generally ornamented with ribs ; borders 
of the aperture thin and not reflected ; radula with square teeth ; genital 
ducts without accessory organa Genera — Endodonta^ Albers. PunUum, 
Morse. Sjphyradiwm^ Charpentier. Laoma, Gray. Pyramidula, Fitzinger. 
Family 9. Orthalicidae, Fischer. Shell external, ovoid, the last whorl 
swollen, the aperture oval, with a simple border ; radular teeth in oblique 
rows. Genus — OrtlialictiSy Beck ; American. Family 10. Bdlimulidae. 
Fischer ; jaw formed of folds imbricated externally and meeting at an 
acute angle near the base. Genera — BulimuUis, Leach ; shell elongated, 
oval, external. Peltella, Webb and van Beneden ; shell aurifonn, in- 
ternal. Airvphibulim'uSy yioMoTt. Family 11. Cylindrellidae, Fischer. 
Shell turriculated, with numerous whorls, the last whorl more or less 
detached. Genus — CylindreUa^ Pfeiffer ; aperture circular, with reflected 
peristome ; summit commonly truncated ; America. Family 1 2. Pupidae, 
Fleming. Shell external, with elongated spire smd numerous whorls ; 
aperture generally narrow ; male genital duct without multifid vesicles. 
Genera — Pujtay Lamarck ; shell cylindrical, dextral with obtuse summit ; 
aperture parallel to the axis, small and contracted ; British. Eucahdium^ 
Crosse and Fischer ; shell turriculated, the summit truncated, the aperture 
oval. Vertigo^ Miiller ; shell small, ovoid, the summit obtuse, the aperture 
small and contracted by numerous teeth ; dextrally or sinistrally coiled ; 
a single pair of tentacles ; British. Buliminus, Ehrenberg ; shell 
umbilicated, ovoid, with elongated aperture and a simple columella ; 
British. Clausilia, Draparnaud ; shell turriculated, sinistral ; aperture 
oval ; the columella with corrugations and a movable piece, the 
clausilium, by means of which the mouth of the shell can be closed ; 
British. Balea, Prideaux ; shell sinistral, differs from Clausilia in the 
absence of columellar corrugations and clausilium. Zospeum, Bourguignat ; 
no eyes, shell short and dextral. Megaspira^ Lea. Strophia, Albers. 
Anostomay Fischer. Family 13. Stenogyridae, Fischer. Shell elongated, 
with a more or less obtuse summit ; aperture oval with a simple border. 
Genera — AcJiatina, Lamarck ; shell ovoid, the spire conical, the last 
whorl ventricose ; the columella twisted. Stenogyray Shuttleworth ; shell 
turriculated ; the whorls numeroup, increasing slowly (Fig. 8). Ferussacia, 
Risso ; shell small, thin, and brilliant ; aperture elongate, oval ; British. 
CaecUianella, Ferussac ; shell cylindrical, the spire elongated, the columella 
truncated; eyes absent; subterranean in habit; British, CionellOy 
Jeffreys. Azeca^ Leach. Opeas, Albers. Elwdea^ Adams. Family 14. 
Helicteridae, Fischer. Shell bulimoid, dextral or sinistral ; radular teeth 
narrow at their bases, expanded at their extremities and multicuspidate. 
Genera — Helider, Ferussac. Tmmatelltnay Beck. 

Tribe 2. Agnatha. 

No jaws ; the radular teeth narrow and pointed ; carnivorous. This 
group is possibly polyphyletic. 
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Family 1. Oleacinidae, Adams. Shell oval, elongated, with a 
narrow aperture ; neck very long ; labial palps prominent. Genera — 
OUadna, Bolton ( = Glandina) ; aperture truncated anteriorly; columella 
smooth. Streptostyla, Shuttle worth ; columella with a fold ; aperture 
elongate, not truncated anteriorly. Family 2. Testacellidae, Gray. 
Shell globular or auriform, external or partly covered by the mantle. 
Genera — Streptaxia, Gray; shell external, heliciform, the last whorls 
generally set obliquely to those first formed. Gibbidtna, Beck ; shell 
cylindrical, umbilicated. Aer&pe, Albers ; shell external, globular, with a 
small umbilicus ; radular sac enormous ; from South Africa. Rhytida, 
Albers ; shell depressed, with a very wide umbilicus ; from New Zealand. 
Daudebardia, Hartmann ; shell coiled, only occupying the posterior part 
of the body ; animal limaciform ; the genital orifice situated between the 
right tentacle and the shell (Fig. 172, B). Testacella, Cuvier (Fig. 172, C) ; 
shell small, auriform, situated at the posterior extremity of the limaciform 
body ; genital orifice near the right tentacle. Ghlamydophorus, Binney ; 
shell plate-shaped and nearly completely covered by the mantle. Schizo- 
glossoy Hedley. Family 3. Rathocisiidae, Heude. Animal naked, 
devoid of a shell, with a carinated mantle covering the whole body ; male 
and female orifices distant ; the female orifice near the anus. Genera — 
Rathouitiay Heude. Atopos^ Simroth. 

Tribe 3. Elasmognatha. 

The jaw with a well-developed dorsal appendage. 

Family 1. Sucoineidab, Chenu. Anterior tentacles much reduced ; 
male and female orifices contiguous but distinct ; shell thin, spiral, with 
a short spire. Genera — Succineay Drapamaud ; shell external, oblong, 
with a large aperture ; British. Homalonyx, d'Orbigny ; shell auriform, 
the spire scarcely projecting ; the edges of the shell covered by the 




Flo. 178. 

Aneitea macdonaldi. Gray, left -side view, pa.c^ palllal cavity; ps, pneumostome ; /, 
tentacle. (After Mac Donald.) 

mantle ; animal limaciform ; American. Hyalimax, Adams ; shell oval, 
wholly internal. Neohyalimax, Siraroth. Family 2. Janellidae, Gray. 
Limaciform animals, with an internal rounded shell ; the mantle very 
small and triangular ; the pulmonary chamber with tracheae ; no anterior 
tentacles. Genera — JaneUa, Gray. AneiUlla^ Cockerell. AneHea^ Gray 
(Fig. 178). Triboniophorus, Humbert. All from the Australo-Zelandic 
region. 

Tribe 4. Ditremata. 

Male and female genital orifices distant (Fig. 59, 0./, o.m). 

Family 1. Veronicellidae, Gray. Terrestrial, naked, limaciform 
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animals, without a shell ; the female orifice on the right in the middle of the 
body ; the anus posterior. Genus — Vaginula^ Fdrussac (Fig. 179). Family 
2. Oncidiidae, Philippi. Limaciform naked marine animals, without a 




Fio. 179. 



Vaginula Inzanica. A, dorsal aspect ; li, ventral aspect. I, posterior tentacle ; II, anterior 
tentacle ; III, mouth ; IV, mantle ; V, female orifice ; VI, foot ; VII, anus. (After Souleyet) 

shell ; female orifice near the anus, at the posterior end of the body ; a 
reduced pulmonary cavity with a distinct pneumostome (Fig. 69, piis), 
(Jenera — Oncidiurriy Buchanan ; body elongated and narrow ; penis with 




Fig. 180. 
Oneidium tonganum^ left-side view. (From I^nkester, after Quoy and G&imard.) 

accessory apparatus ; from the Indian Ocean. Oticuiiella, Gray ; body 
oval ; mantle thick, with an emarginated border ; penis without accessory 
apparatus ; British (Fig. 59). Peronia^ Blainville ; body oval ; the mantle 
covered with ramified appendages and oculiferous tubercles. 
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CHAPTER IV 

THE SCAPHOPODA 

CLASS III.— SCAPHOPODA, Bronn 
( = SOLENOCONCHA, de Lacaze-Duthiers). 

Definition. — Marine bilaterally symmetrical Prorhipidoglosso- 
morpha ; the body and shell elongated along the antero- posterior 
axis and nearly cylindrical. The right and left margins of the 
mantle are united ventrally and thus form a complete tube sur- 
rounding the body, but with an anterior and a posterior aperture. 
The head is somewhat rudimentary and devoid of eyes, but bears 
two dorsal appendages furnished with numerous long filaments 
(Fig. 183, I). The foot is cylindrical and adapted to digging. A 
radula is present, but there is no ctenidium. The sexes are separate. 

Histarical. — These animals were formerly mistaken for tubicolous 
Annelids, and afterwards were classed among the Gastropoda, near 
Fissurella. Blainville, in 1819, was the first to rank them as a 
distinct order of Gastropoda under the name " Cirrhobranchia.'' 
In 1857 de Lacaze-Duthiers, as the result of a careful anatomical 
investigation, created the division Solenoconcha to receive Dentalium^ 
making his new division equivalent to Lamellibranchia, and includ- 
ing the two groups, together with the Brachiopoda, in a class 
Acephala. Since de Lacaze-Duthiers' memoir, the Solenoconcha 
have been universally recognised as a division equivalent to the 
Lamellibranchia and Gastropoda, but the name Scaphopoda, proposed 
by Bronn in 1862, has been more generally used for the sake of 
uniformity. More recent investigations, however, have shown that 
the Scaphopoda are more nearly akin to the Gastropoda than to 
the Lamellibranchia. 

I. General Description and External Characters. 

The shell (Figs. 181, D, E and 186) has the form of a very 
elongated cone, slightly cun^ed, the concavity of the ciu-ve being 
dorsal : it is capable of containing the entire animal. The larger 
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orifice of the shell and subjacent mantle is morphologically the 
Anterior or cephalo-pedal aperture. Near the smaller posterior 
Aperture the shell, being older, is also thicker. The anterior 
aperture of the mantle has a conspicuously thick border. The 
posterior aperture is emarginated by a ventral sinus and is furnished 
interiorly with a dorsal and a ventral valve, which are capable of 
being applied to one another. The animal lives buried obliquely 
in the sand, only the posterior extremity projecting into the water, 
and therefore it is the posterior aperture that is at once inhalant 
and exhalant and serves for the expulsion of the excrements and 




Dentoiium vxdgart. A, ventral view of the animal removed fh)ni its shell ; B, dorsal view of 
the same ; C, right-side view of the same ; D, the shell in section ; E, right-side view of the 
animal In its shell, with cephalic appendages (captacula) exserted as in life, a, mantle ; a', 
longitudinal retractor muscle ; a", fringe surrounding the anterior opening of the mantle- 
chamber ; a'", the posterior appendix of the mantle ; b, anterior circular muscle of the mantle ; 
ft', posterior circular muscle of the mantle ; c, c*, longitudinal retractor muscle ; e, liver ; /, 
gonad ; k, buccal mass (seen through the mantle) ; 7, left kidney ; s', anterior extremity of the 
foot ; w, v/j longitudinal blood-sinus of the mantle. (From Lankest^r, after Lacaze-Duthiers.) 

the genital products. In the extended state of the animal the foot 
and cephalic tentacular filaments project from the anterior opening. 

The pallial cavity extends continuously from one aperture to 
the other. In the middle and posterior regions of the body the 
liver, the gonads, and even the kidneys, extend into the mantle and 
may increase its thickness to such an extent that the pallial cavity 
is reduced to a rather narrow canal (Siphonopodidae). 

The head is situated at the anterior end of the body on the 
concave or dorsal side. In shape it is a sort of cylindrical 
projection or proboscis, and is contractile but not invaginable. In 
th3 Dentaliidae its anterior aperture is surrounded by eight palps 
or lobes with scalloped margins, but in the Siphonopodidae it is 
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flattened and devoid of palps (Fig. 183, VI). Laterally and pos- 
teriorly it is provided with two pouches, and quite at its posterior 
end, on either side of its dorsal surface, are two broad, symmetrical, 
and flattened tentacular lobes (Fig. 183, IV) which appear to be 
homologous with the cephalic lobes of Ehipidoglossa (Fig. 130, II). 
The cephalic filaments or ** captacula '' (Fig. 181, E) are inserted 
on the margins of these lobes, and when extended, radiate in all 
directions from them (Figs. 182, ca\ 183, I). 

These captacula are of unequal length, autotomous, and capable 
of regeneration : they are ciliated, highly contractile, and their 
extremities are swollen and club-shaped, ^vith a small lateral con- 
cavity in each. These organs are in the first instance tactile, but 
also prehensile. The difference in their length is the result of 
their regeneration after being lost 

The foot has the form of an elongated cylinder, is very 
extensible, and when forcibly projected beyond the aperture of the 

_ ^ ^ ^ ^-^^ 




Fio. 182. 

Diagram of the organisation of DtitXaXiMTXy left -side view, a, anus; ca, captacula; c.^, 
cerebral ganglion ; /, foot ; ^o, gonad ; irt, intestine ; fc, left kidney ; /a.c, labial coniniissure ; 
2i, liver ; m, mouth ; o, oritice leading into the i>erianal sinus ; of, o<».sophagu8 ; f/a, mantle ; 
'p.g^ pedal ganglion, with otocyst ; jrf.g, pleural ganglion ; po, posterior orilice of the mantle ; 
ra^ radular sac ; st.g^ stomato-gastric ganglion. 

shell, serves as a digging organ. In the Dentaliidae it is pointed 
in front, but has an oblique wing-shaped fold or pleat on either side 
of its free extremity : these two folds are contiguous on the ventral 
but interrupted on the dorsal side. In the Siphonopodidae the foot 
ends in a retractile disc with papillated margins (Fig. 183, VIII), and 
in Fulsellum there is a filiform tentacle in the middle of the disc. 
The powerful retractor muscles of the foot fonn two symmetrical 
bundles inserted far back on the dorsal side of the shell (Fig. 181, c) 

II. Anatomy. 

. 1. Alimentary Canal, — The non-invaginable proboscis (Fig. 183, 
V, VI) leads directly into a true buccal cavity situated in the trunk 
at the base of the foot (Fig. 182, /). In the interior of this buccal 
cavity there is an azygos dorsal mandible and a ventral radula. The 
radular sac is short, but its muscles and cartilages are powerful 
and form a buccal mass of large size. The radula is short and 
arcuate, with five teeth in each transverse row, the formula being 



Digitized by LjOOQIC 



THE SCAPHOPODA 




an- 



1.1.1.1.1 (Fig. 2, C). The central tooth is simple and subquad- 
rangular; the laterals stout and subtngonal, tricuspidate, with 
wide bases and reflected borders ; the marginals have the form of 
subquadrangular non-denticulate transverse plates. 

The oesophagus is rather short and is provided with two 
large lateral symmetrical pouches, directed ventralwards ; these 
correspond to the oesophageal pouches of the 
Polyplacophora and Aspidobranchia. 

The stomach is nothing more than the 
most posterior bend of the digestive canal 
(Fig. 182). It presents a small posterior 
ciliated pyloric caecum, and receives the ducts 
of the liver. The last-named organ is situated 
behind the stomach and the rest of the alimen- 
tary canal. It is made up of radiating caeca 
(Fig. 182, li)y gathered into two lobes which 
extend into the sides of the mantle, and 
open right and left into the so-called stomach 
or posterior bend of the alimentary canal. 
Though the two liver lobes are symmetrical in 
the Dentaliidae, they are no longer so in 
Siphonodentalium. In this genus the principal 
mass of the liver lies in front of the gonad 
and is continued posteriorly into two long 
parallel caeca extending to the extremity of 
the body ; the organ has no longer an apparent 
symmetry, but all its radiating caeca are directed to the left side 
and open into the " stomach " by a single orifice. 

The intestine bends forward (Fig. 182, in) and forms several 
loops, all of which lie in the anterior part of the body, near the 
buccal mass, and finally opens in the mid-ventral line behind the 
visceral commissure. In the Dentaliidae there is an anal gland 
on the right side of the rectum (Fig. 182, a), 

2. Circulatory Apparatus. — The structure of the circulatory system 
is exceedingly simple. There are no differentiated vessels, not even 
a ventricle with well-developed muscular walls. At the most there 
is a more contractile portion of the blood-system in the neighbour- 
hood of the anus, but it has no afferent or efferent vessels, and is 
continuous with the rest of the blood -spaces. These latter are 
sinuses, without an endothelial lining, distributed between the organs 
in the diff'erent parts of the body. The pnncipal sinuses are : the 
perianal, the pedal, the visceral, and the pallial. It is in the last- 
named that the anterior dorsal and ventral portions are more clearly 
defined and have something of the appearance of vessels. Two 
buttonhole-shaped orifices, situated near the renal apertures, place 
the perianal sinus in communication with the external medium and 



Fio. 188. 



Siphotwdentaliumf 
terior end of body, dorsal 
view. I, captacula ; II, 
mantle ; III, radular mass ; 
IV, right tentacular lobe, 
without the captacula ; V, 
buccal pouch ; VI, mouth ; 
VII, foot; VIII, terminal 
foot-disc 
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admit of the expulsion of blood during violent contractions of the 
body (Fig. 182, 6). There is no specialised respiratory apparatus. 
Respiration is effected by the internal surface of the mantle, 
particularly by the anterior ventral region. 

3. Excretory Organs, — The Scaphopoda have two symmetrical 
kidneys, situated in front of the gonad on the ventral side of the 
middle of the body (Figs, 181, g', and 182, k). They have the form 
of two short but fairly wide sacs with pleated walls, lying between 
the intestinal mass and the stomach. They have no communica- 
tion with one another and have no reno-pericardial duct. They 
open to the exterior on either side of the anus. 

4. Nervous System and Sense Organs, — The nervous system of the 
Scaphopoda comprises the same four pairs of principal nerve ganglia 
as are found in the Gastropoda and Lamellibranchia, in addition to 
the stomato-gastric system. The cerebral ganglia are joined to one 
another and are situated on the dorsal side of the oesophagus : they 
innervate the proboscis with its palps and the tentacular lobes and 
captacula. Each cerebral ganglion is in close juxtaposition to the 
corresponding pleural ganglion (Fig. 182, eg, pl,g\ which innervates 
the mantle. The cerebral and pleural ganglia are united to the 
pedal ganglion of the same side by a long connective which is 
apparently single in the distal part of its course, but bifurcates just 
before it reaches the cerebral and pleural ganglia, sending a branch 
to each. The two pedal ganglia are situated in the foot (Fig. 
182, p.g) and are attached to one another. 

The visceral commissure takes its origin from the pleural ganglia. 
It is rather long, and bears on the posterior part of its course two 
symmetrical visceral centres (Fig. 182, r.g) in the form of simple and 
ill-defined ganglionic swellings, lying on cither side of the anus close 
beneath the tegumentary epithelium, and thus resembling the 
visceral ganglia of the Lamellibranchia. These two centres are 
united by a commissure passing in front of the rectum. 

From the cerebral ganglia there arises — as in many other 
Molluscs — an infra-oesophageal labial commissure (Fig. 182, la.c)y 
bearing a ganglion on either side, from which a branch of the stomato- 
gastric commissure properly so called (Fig. 182, st.g) is given off, as 
is the case in the Polyplacophora, Aspidobranchia, and Cephalopoda. 
The stomato-gastric commissure passes to the ventral side of the 
oesophagus, between it and the buccal bulb, and bears two or four 
symmetrical ganglia on the middle of its course. The labial com- 
missure also gives off a nerve on each side, wliich passes to the 
subradular organ and terminates below it in a ganglion. 

The Scaphopoda have only three differentiated sensory organs : 
the captacula or tentacular filaments, the subradular organ, and the 
otocysts. The tentacles, which are seemingly tactile and olfactory 
organs, are dorsal in position and have the form of flattened lobes 
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(Fig. 183, IV), on which the numerous filiform appendages or 
captacula are inserted. The extremity of each captaculum is 
swollen and club-shaped with a small lateral pit, and contains a 
terminal ganglion and a system of ganglion cells whose prolongations 
are continued into neuro-epithelial elements situated in the lateral 
pit. The subradular organ is a ciliated ridge on the ventral side 
of the buccal cavity opposite to the mandible. The epithelium of 
this ridge contains nerve end-cells, and beneath it are two small 
nerves derived from the labial commissure, each ending in a small 
ganglion. The otocysts are situated in the foot (Fig. 182) on the 
posterior face of the pedal ganglia. They are innervated from the 
cerebral ganglia and each contains numerous otoconia. 

5. Beprodtictive Organs. — The sexes are always separate. The 
gonad is unpaired and median, and is extremely long, occupying the 
whole of the postero-dorsal region of the body, below the retractor 
muscles (Figs. 181, /and 182, go). It is divided into symmetrical 
transverse lobes, and its anterior extremity is contracted to form 
a duct, which diverges to the right and opens into the right kidney, 
as in the Aspidobranchia. 

III. Embryology. 

The ova are laid singly, and undergo irregular segmentation 
immediately after fertilisation. The ectodermic cells multiply 
much more rapidly than the large endodermic cell or entomere, 
which remains for some time unsegmented (Fig. 184, ma). Finally, 
the entomere segments in its turn, and the endodermic cells derived 
from it are invaginated to form a gastrula with a large blastopore, 
situated at the posterior extremity. The embryo elongates and 
acquires an anterior apical tuft of cilia (Fig. 1 5, /), behind which at 
first two and afterwards three, or sometimes four, parallel ciliated rings 
are formed. These ciliated rings constitute the locomotory velum, 
and their number diminishes in proportion as the velum, which is 
more or less reflected backwards over the body, becomes more 
prominent (Fig. 185, III). 

The blastopore remains open, and gradually travels along the 
ventral side towards the anterior extremity of the larva. A shallow 
shell-gland is formed on the dorsal side and extends right and left 
over the whole dorsal surface, forming two lateral, parallel, and sym- 
metrical pallial lobes which extend ventrally and finally unite 
together (Fig. 1 85, II). In this manner the tubular mantle is formed 
round the body. The shell secreted by the mantle is at first cupuli- 
form, but subsequently, like the mantle itself, becomes tubuliform as 
the result of the fusion of its lateral margins (Fig. 119, B). The 
expanded embryonic shell may still be seen at the initial extremity 
in some specimens of SipJwnodenialium, 
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The pedal prominence arises on the ventral surface and grows 
forward ; after the disappearance of the larval velum the foot is used 
for creeping. The cerebral ganglia arise as two deep symmetrical 
ectodermic invaginations in the velar area. The otocysts are formed 
as invaginations of the surface of the foot, and the pedal ganglia 
originate after the otocysts from thickenings of the ectoderm. 
The endodermic cavity gives rise to the stomach and intes- 
tine. The liver is developed in connection with the wall of the 
stomach. The anal opening is not formed till a very late period. 
At the end of five or six days the velum atrophies, the young 
animal ceases to swim and begins to crawl along the sea bottom. 





Fio- 184. Fio. 185. 

Embryo of Dentalium^ with six Larva of DentaHum^ aged one 

micronieres or ectodermic cells and a half day; ventral aspect, 

and a single niacrouipire or endo- I, foot ; II, mantle ; III, velum 

dennic cell, mat macromere ; mi, forming a sort of test. (After 

micromere. (After Kowalcwsky.) Kowalewsky.) 

IV. Bionomics and Distribution. 

The Scaphopoda are marine burrowing molluscs, and as a rule 
only allow the posterior extremity to project from the sand in 
which they hide themselves. They feed on the lowest organisms, 
Diatomacea, Protozoa, etc. 

There are 150 living and nearly 275 fossil species of Scaphopoda. 
The living forms are distributed throughout all seas from the littoral 
to a depth of 2500 fathoms. The fossil species extend back to the 
middle Silurian, but are most abundant from the Cretaceous onwards. 

V. Review of the Families of Scaphopoda. 

There are two different types in this homogeneous group, but the 
differences between them are not of more than family value. 

Family 1. Dentaliidae, Gray. Foot conical with a laterally ex- 
panded and dorsally interrupted encircling sheath. Shell tubular, curved, 
with the greatest diameter at the anterior aperture, and tapering evenly to 



Digitized by LjOOQIC 



204 LITERATURE OF THE SCAPHOPODA 

the posterior aperture. Genera — Drntaliurrij Linnaeus ; posterior orifice 
of the shell truncated, entire, without an incision or accessory tube. 
Ant<Ui8j Adams ; posterior orifice with a short incision. Fissidentalium, 
Fischer ;• posterior extremity with a long fissure on the ventral side ; 
abyssal. Fustiaria, Stoliczka. Schizodentalivm, Simroth ; ventral border 
of the posterior aperture with a series of small 
holes arranged in a straight line. Heterochisma, 
Simroth. 

Fio. 186. Family 2. Siphonopodidae, Simroth. 

Cadvlusgracuu, Jefteys, shell, Foot expanded distallv into a symmetrical disc, 

left view, o anterior orifice; ^ith a crenatc continuous edge (Fig. 183) or 

7>, posterior orifice. (After Wat- , . .. .,, , ,, , , , 

son.) , simple and vermiform without well-developed 

lateral processes ; shell often contracted towards 
the anterior aperture. Genera — SipJumodentaliuvij Sars ; foot ending 
in a median disc without a median appendage. Gadulus, Philippi 
(Fig. 186). Dischides^ Jeffreys. Pulsellum, Sars ; terminal disc of the foot 
with a median appendage. Entalina, Monterosato. 
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CHAPTER V 

THE LAMELLIBRANCHIA 

CLASS IV.— THE LAMELLIBRANCHIA, Blainvillb 

( = ACEPHALA TESTACEA, Cuvier ; CoNCHlFERA, Lamarck ; 
Pelecypoda, Goldfuss ; Lipocephala, Ray Lankester). 

Order 1. Protobranchia. 
Sub-Order 1. Solenomyacea. 
,y 2. Nttculacea. 

Order 2. Filibranchia. 
Sub-Order 1. Arcacea. 
„ 2. Trigoniacea. 
„ 3. Mytilacea. 
„ 4. Pectinacea. 
„ 5. Dimyacea. 

Order 3. Eulamellibrancliia. 

Sub-Order L Ostraeacea. 

„ 2. Submytilacea. 

,, 3. Tellinacea. 

,, 4. Veneracea. 

„ 5. Gardiacea. 

„ 6. Ghamacea. 

„ 7. Myacea. 

„ 8. Adesmacea. 

,, 9. Anatinacea. 

Order 4. Septibranchia. 
Sub-Order. Poromyacea. 

Definition, — The Lamellibranchia are Molluscs with an internal 
and external symmetry. The cephalic region is rudimentary, and 
the mantle, divided into a right and a left lobe, secretes a bivalve 
shell which covers and encloses the whole body. The cephalic region 
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is only furnished with a pair of labial palps on each side. The foot 
is ventral, generally adapted to burrowing and without a plantar 
surface. The two pallial lobes are united by one or two transverse 
muscles which close the two valves of the shell. There are two 
lateral and symmetrical ctenidial branchiae under the mantle ; their 
distal extremities are directed posteriorly and their filaments may 
exhibit an extreme degree of concrescence, either among themselves 
or with the mantle or with the visceral mass. 



I. General Description and External Characters. 

The mantle consists of two thin tegumentary lobes attached 
to the trunk dorsally, and extending over the sides to the ventral 
surface so far that they can be brought together below the foot 
Thus the whole of the animal's body may be covered by the mantle. 
In structure, the mantle is normally rather thin, and there is only 
some connective tissue and a few muscular fibres between the internal 
and external layers of epithelium. In some few cases the gonads 
may extend into the mantle : into both lobes in the Mytilidae, into 
the right lobe only in the Anomiidae. The internal surface may 
present glandular modifications, of which the most important are the 

hypobranchial glands characteristic of 
the Protobranchia : they are situated pos- 
teriorly beyond the gills. The margins 
of the mantle normally present redupli- 
cations, generally three in number 
(Fig. 187, 'pa\ jpa", jt?a'"), and in the 
Pectinidae the most internal of the three 
is turned inwards to form the " velum '' 
(Fig. 235). The margins of the mantle 
of Lamellibranchs are frequently fur- 
nished with glands, pigment spots, and 
various sensory organs in the form of 
tentacles, and ^ven of eyes. The pig- 
mentation of the pallial border is due 
to the combined action of the light and 
the oxygen of the surrounding medium, 
and is most conspicuous at those points 
where the respiratory fluid enters the 
pallial cavity. 

The edges of the two pallial lobes 



4U. 




Fio. 187. 



Keliya gvborbiculariSt Montagu, 
without the shell, ventral a8i>ect 
ad, posterior adductor ; (/, inhalant 
orifice; o", pedal orifice; o'", ex- 
halant orifice ; pa\ external duplica- 
ture of the pallial edge ; pa'\ internal 

SJi^'aU'^^oSdlut'ui^s'^^ inay remain free throughout their 

edges. (After Deshayes.) extent J this is the casc in Nucuh, 

the Anomiidae, the Arcidae (Fig. 188) 
the Trigoniidae, and the Pectinidae (Fig. 235). In all other 
Lamellibranchia the pallial lobes are partially united by the 
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concrescence of the internal reduplicature of their margins; this 
union may be localised in one, two, or even three more or less 
extensive regions. Thus, there is only one line of union in the 
Solenomyidae (in which it is long. Fig. 231), the Aviculidae, the 
Ostraeidae, Entavalvay Scioberdia, the Mytilidae, the Carditidae, the 
Astartidae, the Crassatellidae, the majority of the Lucinidae, 
the Unionidae (Fig. 242), and in certain species of Cjnrenidae; in 



m ^i:^^^ 




Area lactea, Linnaeus, ventral aspect, ca^ anterior adductor ; a.l, anterior lip ; a.p, anterior 
labial palp ; 6, byssus ; /, foot ; </', internal gill-plate ; g", external gill-plate ; g.a, gill-axis ; A.a, 
posterior adductor; m, mouth ; pa, inantle ; p.l, posterior lip; re, rectum ; v.c, visceral com- 
missure ; v.g, visceral ganglion. (After Deshayes.) 

other words, in a very large number of Submytilacea. This single 
line of union is always posterior, and is the prime factor in the 
formation of an aperture opposite to the anus (Fig. 231, a,or) known 
as the exhalant pallial or ** anal " orifice. It serves for the evacua- 
tion of the excrements, of the water which tas been used for respira- 
tion, etc., and is, in the manner indicated, entirely cut off from the 
rest of the pallial aperture through which the respiratory and food- 
bearing currents of water find an entrance, and through which the 
foot is thrust out. Lamellibranchs with this disposition of the pallial 
border have received the name of " Bifora." It should be noted that 
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in many Unionidae the analoiifice is iteelf divided into two, the more 
anterior aperture being dorsal and the more posterior — considered 
topographically — being the anal opening proper. In addition to the 
first fusion, there is a second in the Ledidae among the Protobranchia, 
in the Dreissensiidae and the Mutelidae among the Submytilacea, and 
in all other Eulamellibranchia and the Septibranchia (Fig. 249). In 
Castalia, a member of the Mutelidae, it has been observed that the 
second fusion may be present or absent in different individuals. 
This second fusion of the pallial borders is always pretty close to the 
first (Fig. 241), and forms the boundary of an orifice almost in juxta- 
position to the anal aperture, leaving in front a third orifice 
(Fig. 241, o.p) : hence the name "Trifora" given to Lamellibranchia 
which exhibit this arrangement. The second orifice is called the 



ti^arny 



enC 




Fio. 189. 
Left valve of MeretriZf from the inner face. (From Lankester, after Owen.) 

branchial or inhalant, and the third the pedal orifice. The last-named 
is generally very large (Figs. 194, 221, o.p^ etc.), but its extent is 
always in inverse ratio to the extent of the second fusion and in 
direct ratio to the size of the foot protruded through it (Figs. 219, 
246). In the genus Kdlija, however, it is not the third or anterior 
aperture that serves for the passage of tlie foot, but the second or 
ventral aperture (Fig. 187, o"). Finally, when the second fusion 
extends for a long distance, that is to say, when the foot is very 
anterior, rudimentary, or cylindrical, a fourth pallial aperture may 
be formed between the pedal and branchial apertures, and therefore 
within the region of the second fusion. This disposition may be seen 
in some Solenidae, in Lutraria and Glycimeris, and in sundry Anati- 
nacea, such as Myochami, Chamostraea^ Thracia, Plioladomya^ and Asper- 
(lillum, which are sometimes called, on this account, "Quadrifora." 
This fourth orifice probably arises as a subdivision of the pedal 
orifice ; it is placed far forward in Solen, and is both inhalant and 
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exhalant in this genus ; but is posterior and only exhalant in Lutrana, 
Thrada^ etc. 

Frequently the two posterior pallial orifices, anal and branchial, 
or at least the anal, as in some Lucinidae, are more or less pro- 
longed in the form of muscular tubes which may be extended for a 
gi-eater or less distance beyond the shell (Fig. 190) ; this feature is 
found in the majority of burrowing and boring Lamellibranchs. 
These tubes are known as siphons, and may be either — (1) inde- 
pendent of one another throughout their length, as, for example, in 
the Tellinidae (Figs. 190, hr,$^ a,s ; 245, ^, /), Donacidae, Jhracia^ 
etc. ; or (2) partially fused together, as may be seen in Tapes^ 
Soleiwcurtus (Fig. 194), Siixicava (Fig. 246); or (3) completely 
united to one another, as in Madras Vosinia, Mr/a. Lutrmia, Pholas, 
Teredo (Fig. 195), etc. The branchial siphon is usually the longer 
of the two, and in Sa'obicuhiria is more than four times as long as 
the body. Sometimes the siphons may attain to a still greater 




Fig. 190. 

Tellina planata, left-side view, a.s, anal siphon ; 7/r.«, branchial siphon ; /, foot ; pa, 
tentaculiferous border of the mantle ; sk, shell. (After PolL) 

degree of development, and may form an important part of the 
body-mass, or even surpass it in size. The extreme limit of evolu- 
tion in this direction is exhibited by Teredo, in which these organs, 
while receiving the same nerve supply as in other Lamellibranchia, 
constitute the greater part of the mass of the animal; the anal 
siphon extends right forward and the branchial siphon contains the 
gills, as is also the case in SolertocurtuSy Fisinlana, Saxicava, etc. 

There are two opposite currents in the pallial cavity. The first 
is posteroanterior in direction, and is set up by the action of the 
cilia clothing the surface of the branchiae ; the second runs in the 
reverse direction on the ventral side near the edges of the mantle, 
and wards off foreign substances from the pallial cavity {MytUus, 
Cardium, etc.). In Finna and Solen this second current is created 
by a large longitudinal ciliated ridge on each side. 

The two lobes of the mantle are furnished with several distinct 
pallial muscles which are inserted on the shell and are divisible into 
the following distinct groups : — (1) The orbicular muscle, extending 
right round the periphery of each lobe, and serving to attach it to 

14 
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the shell and as a retractor of the pallial border. (2) At the 
posterior end a specialised part of tlie orbicular muscle originates 
from and serves as the retractor of the siphons (Fig. 191, i)us)\ its 
development is proportional to that of the siphons, and it interrupts 
the evenly curved line formed by the orbicular muscle. The 



Fio. 191. 

Right-Hide view of a Afactm, Uie right valve 
of the shell and right mantle-ttap removc^d, and 
the siphons retracted, hr, br', outer and inner 
gill-plate8 ; c, nmbo of the shell ; m.af anterior 
adductor muscle ; vi.p, jx)8terior adductor 
muscle ; vi.s, pallial retractor muscle of the 
siphons ; p, foot ; t, labial palp ; (a, anal 
siphon ; tr, branchial siphon. (From Lan- 
kester, after Oegeubaur.) 



muscles leave an " impression " on the inner surface of each valve 
of the shell, and the impression of the orbicular muscle or " pallial 
impression" (Fig. 189) is indented by a "sinus" formed by the 
siphonal muscles. This " sinus " is scarcely ever absent in siphonate 
forms except in the Lucinidae and in Cuspidaria, in which the 
siphons are not retractile, and in the latter genus are protected by 
prolongations of the posterior part of the shell. (3) The adductor 
muscles of the shell are transverse pallial muscles uniting the two 
lobes of the mantle and the two shell- valves secreted by them. 
There are at the most two adductors ; the anterior is dorsal and in 





/Ufc 



Three stages in the development of Ostraea, right-side view. A, protomonomyarian stage of 
0. edulL^ (after Woodward) ; Ji, dimyarian stage ; and C, deutomononi>arian stage of 0. rirginiaiia 
(after Jackson), a, anus ; a.a, anterior adductor ; c.f/, cerebral ganglion ; /, foot : g, gill ; in, 
intestine : l.l, left liver; /.;>, labial i>alp; in, mouth ; of, oesophagus ; p.a, posterior adductor ; 
p.e, pallial edge; p.g, i>edal ganglion; pr, prodissoconch ; r.l, right-liver lobe; «fc, shell; st, 
stomach; if, velum; v.j/, visceral ganglion. 

front of the buccal aperture (Figs. 188, a.a; 191, w.a), but extends 
considerably towards the ventral side in Modiolaria and Chama. 
The anterior adductor muscle is the first to appear in development 
{Nuculay Myiilus, Modiolana^ Pecten, Ostraea (Fig. 192, A), Dreissensia 
(Fig. 224, rt.a), Unionidae (Fig. 227, i), Fisidium, Montacuta, Las<ua, 
Entovalva, Cardium^ Pseud okelhja, etc.), but diminishes in importance 



Digitized by VjOOQIC 



THE LAMELLIBRANCHIA 



211 



in adult Mytilidae, and disappears altogether in Mytilus latus (Fig. 
193, E) and M, meridionalis. It is very small or more usually absent 
in the Anomiidae, the Pectinacea, and the Ostraeacea, much reduced 
in Teredo^ and absent in the adults of Philobrya^ Midleria, and 
Ti'idacna. 

The posterior adductor muscle is ventral and anterior to the 
anus (Figs. 188, h.a; 192, C, p.a). When the anterior adductor is 
diminished in size or disappears in the adult, the posterior adductor 
necessarily becomes more central in order that its mechanical 
efficiency may be increased. This may be seen in the forms known 
as Monomyaria, and is accompanied by a shortening of the antero- 




Right valve of six various Laiiiellibranchs, showing the various stagi'N of the morphological 
devolopment of the adductor niuHcles. A, rertuiuvUius ; B, Aiyrina; (7, ModiUaria; D, 
AloiiioUt; £, Mytilus lotus; F, PecUiu o, anterior adductor; a.r^ anterior foot retractor; 6, 
shell beak; li, ligaineut ; />, posterior adductor; p.i, pallial impression; p.r, p.r', posterior 
retractors of foot and byssus ; t, hinge-tooth. 

posterior axis and a proportional increase of the dorso- ventral axis 
of the body, a phenomenon particularly well marked in the 
Tridacnidae. It should be observed that the species with a single 
adductor muscle belong to very various groups and are generally 
sessile forms : the Monomyaria, therefore, are polyphyletic and 
do not constitute a natural group. A single family may contain 
examples of Isomyaria, Anisomyaria, and Monomyaria (Fig. 193, 
C, D, E), and all, in the course of their development, pass through 
three different stages with regard to the arrangement of the adductor 
muscles. In the first stage, called the protomonomyarian stage, the 
anterior adductor, being the first to be formed, is alone present. 
In the second stage the two adductors coexist ; this is the dimyarian 
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stag(^ (Fig. 192, B). In the third or deutomonomyarian stage, the 
anterior adductor has disappeared (Fig. 192, C). 

The two adductors, by their contraction, bring together the 
valves and close the shell. They are diminished in size when t)ie 
valves lose their mobility, as, for example, in Galeomma, Ephippodonta, 
and Scioberftiay and they actually disappear in AspergiUum and 
Chlamt/docimcha. These muscles are generally perpendicular to the 
surfaces of the valves, but in some Lamellibranchia that are fixed 
by one side, they may be very oblique, e.g. Anomia^ Feden, the 

Rudistae. The fibres of the adductors 
are attached to epithelial cells of the 
mantle which produce the hypostracum 
or substance of the muscular impres- 
sions. In many cases the fibres of 
each adductor may be divided into 
two distinct parts of different appear- 
ance (Feciefij Osfraea, etc.), of which 
the principal part in the monomyarian 
Lamellibranchs is formed of apparently 
striated fibres (see p. 5), this appar- 
ent striation being particularly well 
defined in the muscles of the swim- 
ming Lamellibranchs, Pectinidae, and 
Limidae, which are capable of very 
rapid contraction. The absolute force 
exerted by the adductor muscles is 
analogous to that of vertebrate 
muscles : in some cases they can resist 
the traction of a weight equal to 
several thousand times the weight of 
the animal deprived of its shell. 

In the siphonate Ijamellibranchia 
the pallial fusions separating the 
branchial and pedal orifices are often 
furnished with crossed muscular 
bundles, called cruciform muscles, 
passing from the edge of one valve 
to that of the other, and thus forming 
accessory adductor strands : these may 
be seen in TeUina^ Syndosmya, and 
soiawcurtv^ striguiatm, veutnii Ks- j)omx amons; the TelUnacea, and in 

poet. a..«, niial siphon ; frr.«, branciiml o » 

siphon;/, foot; ww, crucifonn pellial SoleiWCUrktS (x'lg. 194, mu). In SpOClCS 

;;;>'tyT;;^'s^iK""^^^^^^ '^'"'' called "closed," in which the mantle 

fusions are very extensive, these muscles 
are continuous along the whole ventral border of the valves, between 
the pedal and branchial orifices {Saxicava^ Fig. 246, pa). 




Fig. 194. 
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The shell of Lamellibranchs is formed of two valves, each 
corresponding to a lobe of the mantle. ' The internal layer of the 
shell is secreted by the whole external surface of the mantle, but 
the external layer is secreted only by the thickened mantle edges. 
The internal layer is often nacreous, and may exhibit pathological 
products called "pearls," which are formed by the secretion of 
nacreous substance by the mantle round foreign bodies. These 
are generally of parasitic origin : the scolex of a Cestode forms the 
nucleus of a pearl in the genus Meleagrina of Ceylon and the Gambier 
islands ; the larvae of Trematodes form similar nuclei in various 
European Lamellibranchs. 

Though they are primitively symmetrical and commonly remain 
so, the valves become very asymmetrical in some species of Area, 
in the Anomiidae, Pectm^ Ostraea, Cmbvla, Chanuiy Pandora, Myochamay 
the Rudistae (Fig. 244), etc. In certain somewhat modified forms 
in which the foot, though more or less large, is feebly retractile, 
the valves do not meet and fit perfectly together along the ventral 
edge and are "gaping," as may be seen in the Pholadidae, Gastro- 
chaeiiidae, etc. But with the exception of ChlamydoconcJia and 
Scioheretia, in which the shell is internal, the valves fit together 
perfectly along the dorsal border, and are articulated with one 
another by a system of teeth and sockets which collectively form 
the hinge (Fig. 189), and only tend to be atrophied in forms whose 
valves have little mobility, especially in boring species. The valves 
are additionally united (except in the Pholadidae and Teredinidae, 
hence named Adesmacea, and a few other forms) by a ligament of 
a chitinous nature. This ligament is primitively continuous with 
the shell, and is, in fact, the imcalcified portion of the pallial cuticle, 
that is to say, of the originally single shell. The ligament finally 
becomes external (Fig. 189) or internal; in the latter case it is a 
" resilium." Its action is antagonistic to the adductor muscles, and 
C(mseqiiently it causes the valves of the shell to gape. 

In the youngest stages of the Protobranchia, Filibranchia, and 
various EulamcUi branch ia, a series of little transverse denticulations, 
constituting a primitive hinge or provinculum (Bernard), is developed 
on each side of the ligament, or at any rate behind it in forms 
devoid of an anterior adductor muscle. The permanent hinge teeth 
are only formed at a later period, by the growth of distinct laminae 
on the surface of the hinge. Thus, in the typical Eulamellibranchia, 
the first lamellae originate at the extremities of the hinge surface, 
below the provinculum, and grow towards the centre of the hinge 
area ; the internal ends of the anterior lamellae become hook- 
shaped, and their hooks become separated from their external ends ; 
the latter form the anterior lateral teeth, while the hooks become 
the cardinal teeth, and the posterior lamellae give rise to the 
posterior lateral teeth. 
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Sundry methods have been proposed for representing the hinges 
of Lamellibranchs by formulae. The most logical is that of Munier- 
Chalmas and Bernard, which takes the origin of each element into 
account. In this system the primitive lamellae are indicated by 
Koman numerals, even numbers being used for the left valve, odd 
numbers for the right valve, preceded by the letter A if they are 
anterior to the ligament, by the letter P if they are posterior to it. 
Each definitive tooth is indicated by an Arabic numeral corresponding 
to the number of the primitive lamella from which it is derived 
(A2 in the case of ATI, etc.), and is preceded by the letter C if it 
is a cardinal, or L if it is a lateral tooth, and is further followed by 
the letters a, 6, etc., if it corresponds to the first, second, or other 
segment formed by the folds of the lamella. Thus CA26 stands 
for the left cardinal tooth originating from the posterior segment of 
the anterior lamella II. 

In some exceptional cases the two valves of the shell are fused 




Fio. 195. 

Sagittal median section of Ttrtdo. a, anus ; a,a^ anterior adductor muscle ; a.«, anal siphon ; 
{>r.«, branchial siphon ; c.9, cerebral ganglion ; g^ gill ; A, heart ; m, mouth ; p.o, posterior 
adductor ; jt.g^ pedal ganglion ; r.o^ renal opening ; r.p, reno-pericardial orifice ; v.g^ visceni 
ganglion. (Partly after Grobben and Beuck.) 

together dorsally ; such shells are called symphinote, and examples 
may be found in the adults of some species of Finna^ Unio, Anodonta, 
and Hyria. But even when the borders of the mantle are almost 
completely fused together on the ventral side, the two valves are 
never fused ventrally to form a single tube like the shell of the 
Scaphopoda. Nevertheless, when the shell gapes and the mantle 
borders are largely fused together and provided with long conjoint 
siphons, the portions of the mantle that project beyond the valves 
may secrete a long calcareous tube (Teredo^ Fistulana), which may 
be fused to the shell, as in Aspergillwni^ or the two valves themselves 
may be fused together dorsally as in the four genera mentioned 
above. In some other siphonate Lamellibranchs with gaping shells 
the portions of the mantle that project from the shell may secrete 
accessory protective sclerites, which may be independent of the 
valves, as, e.g., the dorsal sclerites of Pholas and the sclerites of 
certain species of Thracia, or may be united to the shell as is the 
siphonal tube of Pholadideu, In Teredo two movable calcareous 
plates, actuated by special muscles, are formed symmetrically right 
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and left of the free extremity of the siphonal mass. These " pallets," 
as they are called (Fig. 247, II), probably serve to protect the free 
extremities of the siphons. 

The valves generally bear on their internal surfaces distinct 
impressions of the insertions of the pallial, orbicular, siphonal 
adductor and retractor muscles of the foot, and therefore it is 
possible to infer something of the organisation of the animal in the 
case of fossil species. In general, the anterior side of the shell of 
the Lamellibranchia is the shorter, and the " umbones " or summits 
of the two valves are directed anteriorly, but in some forms, called 
for this reason " opisthogyrous," the posterior side is the shorter : 
such are Nucula, Doiiax, Mordacuta^ Eniovalva, and Cyiiodaria. 

The larval portion of the shell, or " prodissoconch," like that of 
the Gastropoda, is often distinct from the following portion, and 
may even be separated from it by a crest 
or ridge (Fig. 196, p) : this feature is 
especially well marked in incubatory 
forms with large embryos. Also, in the 
same manner as has been described for 
Gastropods, the external duplicature of 
the mantle border may be reflected over 
the outer surface of, and cover a more 
or less considerable extent of, the shell 
in the Galeommidae and in the endo- 
parasite Entovalva ( = Synapiicola), By an 
exaggeration of this process the mantle 
may even come to form a closed sac 
around each valve, a feature which may ^'°* ^^®* 

1- '^i-xi- Trri- J A Philot/rya »uhUuvis. right \'alve, 

be seen m tne tnree genera Lpnippoaonta^ outer aspect, ji, prodissoconch. 

Cklamydoconcha, and Scioberetia, and also 

in a species commensal with a Synapta in the Philippines (Semper). 

As in the other classes of the Mollusca, the foot is a muscular 
projection from the ventral surface ; its size and form are very 
variable, according to the habit of life adopted by the animal. 
The mass of the foot is frequently invaded by a portion of the 
viscera, at least by a part of the digestive canal, the liver, and the 
gonads, the last-named being superficial. In species in which the 
foot is very mobile, its two lateral faces are imited by transverse 
muscular bundles. 

In its most primitive form the foot is a cylinder, more or less 
flattened from side to side, and terminated by a ventral plantar 
surface (Protobranchia, Figs. 230, 231 ; FedujiculuSy Modiolarca^ Fig. 
241). But more usually the foot is still further flattened, and 
terminates below in a more or less elongated keel, which may end 
in two points, an anterior and a posterior as in Trigonia, or in a 
single point, which is always anterior. This latter arrangement is 
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the most common, and is found, for example, in the Unionidae 
(Fig. 242), Tdli'm (Fig. 190, f), and Cardium (Fig. 243). The 
anterior pointed end may be so much elongated, for example, in 
Poromya.y as to give the foot the appearance of a cylindrical tentacle, 
sometimes slightly swollen at its free extremity (many Lucinidae, 
Fig. 238, III), or of a long cylinder directed forward and sometimes 
ending in a swelling of constant shape (Soleti, Mycetopus). In some 
cases the foot may secondarily acquire an enlarged free extremity 
with a creeping surface, e.g, in Galeomma, Lepton, and certain species 
of Eiydna. In Spondylus it ends in a pedunculated globular 
appendage. Some Anatinacea, such as Pholadomya and Halicardia^ 
have an accessory foot-like organ, the so-called opisthopodium, on 
the posterior extremity of the visceral mass. In Mytilus, also, a 
distinct posterior carinated projection may be seen behind the 
extensible pedal cylinder; this has been called the "Punch's 
hump." There is, on the other hand, an anterior and dorsal 
tongue-shaped projection on the foot of Tapes decussatus. 

Finally, the foot may become rudimentary through disuse in 
genera with restricted or no locomotory powers. This is especially 
the case in boring Lamellibranchs with extensive fusion of the 
mantle edges, such as Pholas and Teredo (Fig. 247, VI), and in such 
forms ais are fixed by a byssus or by the substance of the shell, 
such as Pecten (Fig. 235,/), Ostraea, Aetheiia, etc. 

The foot, then, is the locomotory organ, as it is in other 
Mollusca. Its special function is to grope in the shifting soil and 
to slowly drag along the animal by its successive contractions and 
extensions, its anterior extremity being supported or fixed. These 
movements of the foot are due to turgescence, produced by the 
afflux of blood into the pedal sinuses, and its subsequent contrac- 
tion by means of the retractor muscles. 

The foot is never provided with an aquiferous pore through 
which, as was for a long time believed, water can penetrate into 
the circulatory system. But it very frequently presents a more or 
less posterior orifice in the middle line corresponding to the ventral 
pedal pore of Gastropoda (Fig. 144, I) and leading into a cavity 
known as the byssogenous cavity (Fig. 197, I), into which certain 
unicellular glands situated in the foot discharge their secretion. 
This secretion, passing between the epithelial cells of the byssogenous 
cavity, hardens on contact with the water and forms threads of 
conchiolin, which unite to form the trunk of the byssus (Fig. 197, 
IV). This structure serves to attach the animal, but the fixation -is 
not necessarily permanent ; the old byssus may be abandoned and 
a new one formed {Area, Mytilus, Avmda, Breisseiisia, etc.). The 
byssogenous organ is poorly developed in the Protobranchia, in 
which group the byssogenous cavity is situated far back (Fig. 204, 
VIII), and a functional byssus is absent. When it attains to its 



Digitized by LjOOQIC 



THE LAMELLIBRANCHIA 



217 



maximum of specialisation the byssogenous cavity presents a number 
of internal folds or plates (Fig. 197) which increase the secreting 
surface; the trunk of the byssus is thick (Fig. 199, IV), is formed 





Fio. 197. 

TransverHal section of the foot of Lyonsia, 
through the byssus -orifice. I, byssogen* 
ous j^lands; II, byssua-cavity ; III, bynsus- 
orilice of the foot ; IV, byssus ; V, roots of 
the byssus. 



Fio. 198. 

Transversal section of a groove of the 
byssogenous cavity of Mtxiiolaria discors. 
I, bysHOf^enous glan«ls ; II, epithelium of 
the bys8oj,'enous cavity; III, rool^s of the 
byssus; IV, secretion of the byssogenous 
glands iMissing between the epithelial cells. 
(After Oattie.) 



more or less deep in the mass of the foot, and becomes engaged in 
a semi-cylindrical groove hollowed out along tlie ventral keel of the 
foot in front of the orifice of the byssogenous cavity (Fig. 236, b,gr). 
The walls of this groove contain a considerable number of large 
unicellular mucous glands. The byssus is particularly well 




Fio. Itf9. 

Artfi ladfo, Linnaeus, left-side view (the left lialf of the mantle removed). I, anterior 
adductor; II, labial imlps ; III, foot; IV, byssus: V, ventral edge of the internal left gill-plate ; 
VI, right gill ; VII, anus ; VIII, mantle ; IX, posterior luiductor ; X, bronchial axis ; XI, direct 
lamina of the external gill-plate; XII, reflected lamina of the external gill-plate. (After 
Deahayes.) 

developed in Anomia, Area (Figs. 188, 199), Mt/iilus, IHnwi, Avicula 
(Fig. 236), Fecten, various Myacea {Saxicava^ etc.), Anatinacea 
(Lyotisia), Cardiacea (Tridanui), Dreissensiuy etc. In the genus 
AnoTiiia the byssus is of peculiar form, being partly calcified and of a 
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stony consistence, whence it is called the " ossiculum " ; it projects 
on the right side through a hole in the flattened valve of that side. 

In Modiolarca the byssogenous cavity is preceded by a second 
glandular cavity (Fig. 2-41, gl.p), but the latter takes no part in the 
secretion of the byssus. In some cases the whole of the byssogen- 
ous cavity degenerates in the adult, as may be seen in certain 
species of UniOy or it is closed as in CydaSy in which genus it and 
the byssus are highly developed during embryonic life. In the 
endopai-asite Etiiovalm the byssogenous apparatus appears to be 
modified to form a so-called " organ of adhesion " (Fig. 240, f,gl). 

The foot, with the viscera contained in it, is attached to the shell 
by retractor muscles, of which there are normally four pairs. Two 
pairs, the retractors and protractors, are anterior and situated near 
the anterior adductor muscle ; one pair, the elevators, is median ; and 
one pair of retractors is posterior and close to the posterior adductor 
muscle. These various muscles are inserted symmetrically near the 
dorsal border of the valves and between the two adductors. In the 
more primitive Lamellibranchs these muscles are greatly extended in 
a longitudinal direction (Fig. 231,/.6), and in certain Protobranchia 
they may form an almost continuous series ; but otherwise it is only 
the four retractors at the extremities of the foot that are well 
developed, the remainder being rudimentary or atrophied (Fig. 202, 
a./.r, p.f.r). In general, the so-called Monomyaria, oi* forms with a 
single and that the posterior adductor, have only retained the 
posterior retractors of the foot, and these muscles only exist on one 
side in various forms that are fixed by one valve : thus in Pecten 
only the left retractor is present, and even this is aborted in P, 
magellanicus. When the foot becomes reduced as an organ of 
locomotion, and, in compensation, the byssogenous apparatus assumes 
a large size, the retractor muscles, especially the posterior pair, take 
their origin from the latter structure, and thus become the retractor 
muscles of the byssus. 

II. Anatomy. 

1. The Alimentary Canal. — The mouth is situated at the anterior 
end of the body, dorsal of the base of the foot (Fig. 188, m). In 
Solenomya (Fig. 231, m) it lies behind the anterior adductor muscle, 
but it is on the ventral side of this muscle in all other Lamellibranchia 
with two adductors. Except in AnomUiy in which it is asymmetrical, 
it is a symmetrical transverse aperture compressed between two lips, 
of which one is dorsal and anterior, the other is ventral and posterior. 
These lips have simple borders as a rule, but in the Pectinidae they 
are scolloped and even ramified (Fig. 235, /) ; they are generally 
continued on either side into two lobate prolongations, called the 
labial palps, of which the external is the prolongation of the anterior 
lip. In the genus Area (Fig. 188) the lips pass insensibly into the 
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palps, but usually the palps become suddenly much broader than 
the lips. The palps are formed from part of the velar area of the 
larva and assume various forms, but are most commonly triangular. 
Their inner surfaces are transversely folded and ciliated in such a 
manner as to conduct all particles coming within their reach into 
the buccal orifice. They are poorly developed or absent in various 
Lucinidae, such as Axinus (Fig. 238) and Coi'bis, and in Limopsis and 
some species of CUispidaria, On the other hand, they are very large 
in the Tellinidae, surpassing the gills in size in this family, and the 
anterior pair is very large in Poromya (Fig. 249, cup). In the 




Fio. 200. 

All Adult specimen of Yoldia Uiimtxda, as it a]»i>eai-s while feeding— partially iinmerged in 
m\v\. e,s, exhalant siphon ; i.s, inhalant siphon ; ;>.a/), palp appendages ; *.f, siiihonal tentacle. 
(After Drew.) 

Nuculidae and Ledidae the posterior angles of each pair of palps 
are produced to form a common tentaculiform appendage bearing a 
groove along the whole of its ventral surface ; these appendages can 
be thrust out beyond the shell and assist in obtaining food (Fig. 
200, p.ap). In Solemmya the two palps are rudimentary, but the 
tentacular prolongation persists in the form common to the other 
Protobranchia, with its ventral groove forming a continuation of the 
interlabial space (Fig. 231, p.l.). 

In the family Nuculidae among the Protobranchia there is still 
an anterior dilatation of the alimentary canal representing the buccal 
cavity and provided with two lateral and symmetrical glandular 
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pouches ; but in all other Lamellibranchia the mouth leads directly 
into the stomach through a short oesophagus (Fig. 201, oe), which 
is rarely muscular {Foi'ormja) and is sometimes nearly aborted. The 
stomach is a large and generally laterally compressed ovoid or 
piriform sac, more or less deeply buried in the viscero-pedal mass 
(Figs. 207, st', 231 and 234, si). Its walls are thin and not muscular 
except in some carnivorous forms such as the Septibranchia. 
The stomachal epithelium is lined with a thick but caducous cuti- 
cular coat, visible even in the larval stage (Ostraea^ Fig. 192, A) : 
this cuticle serves to protect the secretory cells of the stomach. 

The stomach is very commonly provided with a pyloric caecum, 
lined by a richly ciliated columnar epithelium. The caecum may be 
long, especially in Bonax, Madra, Suleiiy Pliolas, and Teredo, and 
sometimes extends into the ventral part of the foot, or into the 
mantle, penetrating into the right lobe in Anomia, the left lobe in 
Mytilus luius. It is, however, short in some forms, e.g. in Trigonki. 
It corresponds to the caecum of the crystalline style in certain 
Gastropoda (Ftei-oceivSy Fig. 75), and like it contains a cylindrical 
product, the crystalline style (Fig. 201, C7\s)y which is more or less 
continuous with the cuticular lining of the stomach. In the 
following forms the caecum is fused with the initial part of the 
intestine, and communicates with it by a narrow longitudinal slit : 
Area, Mytihis edulisy Ostraea, Pederiy the Lucinidae (Mantacuta), the 
Tellinidae and Psammobiidae, Cardiwrriy the Unionidae, Mya, 
Solenocurtits, and the Septibranchia. The extremity of the crystalline 
stj'le projects into the stomach and is gradually eroded by the 
action of the digestive secretions ; the product of its solution forms 
a sort of cement which encrusts any hard substances that muy have 
been ingested and thus protects the delicate walls of the intestine 
from injury. Sometimes the stomach is furnished with a second 
ventral caecum, which may be anterior, as in Mytilus^ or posterior, as 
in the Pholadidae and Teredinidae (Fig. 195). 

The liver consists of a pair of voluminous, more or less sym- 
metrical acinous glands which occupy the whole s[)ace surrounding 
the stomach, and may extend into the foot (Figs. 207, 222, hep). 
Posteriorly and dorsally the liver is generally covered over by the 
gonads. In the adult Nuculidae and Ledidae the left lobe is the 
larger, and the coils of the intestine are situated on the right side. 
It should be noted that, in developmental stages, the left liver lobe 
of Lamellibranchia, like that of the Gastropoda, is larger than the 
right (Fig. 192, /./, r.l). The hepatic orifices leading into the 
alimentary canal are often multiple, even in some Protobranchia, 
but in development and in many adult forms {Solenomya, Adacnarca, 
Modiolaria, various Erycinidae, PseudokeUyay etc.) there are only two 
more or less symmetrical orifices. As a result of specialisation 
these larval apertures may multiply, and various numbers are found 
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in atlult forms, viz. three in certain Nuculidae, in CJuimay and 
Spondylus ; four in Area ; five in PedunciduSy Philobrya, and Pecten ; 
and as many as twelve in MytUus, The lumen of the hepatic 
glands may be of considerable size, and form part of the digestive 
and absorptive cavity. In certain Lucinidae (Montacuta, Axinu.% 
Fig. 238) the hepatic glands, together with the overlying gonads, 
project into the paliial cavity in the form of arborescent tufts. 

The intestine almost always arises from the ventral side of the 
stomach, and is sometimes provided with a valve at its origin 
{Pinna). It is short and rectilinear or scarcely coiled in Solenomya, 
in sundry Filibranchia such as Area, Peetunculus, Limopsis, Philohrya 
(Fig. 2^^), Anomia, and in the Septibranchia (Fig. 251, m) ; but 



cu. 




ca.o 



Fio. 201. 
Median sagittal section of tlie anterior part of the digestive tract of Donnj-. a./, anterior 
lip; ca«, cjipcuni ; cr.»y crystalline Mtyle ; cm, stomachal cuticle; iu, intestine; ?«, mouth; 
Of, oesophagus ; y.l, posterior lip ; »f, stomach, (.\fter Barrois.) 

more usually, as the Lammellibranchs are nearly all herbivorous, it 
describes a certain number of convolutions in the viscero-pedal mass 
(Fig. 242, al). These may vary from one to a dozen in number, 
and sometimes they are confined to one side of the body ; in the 
Nuculidae and Ledidae, for example, tliey are on the right side. 
The intestine is ciliated throughout its whole length, and its rectal 
portion is generally provided with an internal longitudinal ridge. 
In Nucula (Fig. 204, XIV), Area, and Anomia the rectum passes 
ventrad of the ventricle of the heart, as it does in Amphineura ; 
but it traverses the ventricle, in rhipidoglossate fashion, in the 
majority of Lammellibranchia. But in Mallet'm, Avicuki, most 
species of Osiraea, MiiUeria, and Teredo (Fig. 195) it is dorsad 
of the heart. Finally, the rectum always passes over the dorsal 
side of the posterior adductor muscle, and ends behind it in 
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the middle line, except in a few fixed forms, such as Feden (in 
which the anus is to the left of the middle line, Fig. 234, a), Ostraea, 
etc. In some species of Pecien and Lima the rectum is recurrent, 
and nearly completely surrounds the posterior adductor muscle. 
In some special cases, viz. in various Aviculidae, and especially in 
Finnay the free extremity of the rectum bears an erectile appendage. 
2. Circulatm-y Apparatuii. — The vascular system of Lamelli- 
branchs, like that of all other Molluscs, is completely closed, and 
water cannot possibly enter into the circulation. The system is 
composed of more or less dilated and spacious, but none the less 
true vessels, and of sinuses with connective tissue walls, but without 
an endothelium. Not only is the vascular system completely cut 
off from the surrounding medium, but it is also cut off from the 
pericardial cavity, as may clearly be seen in red-blooded forms, 
whose pericardial fluid is colourless and, like that of other Lamelli- 
branchs, totally devoid of blood corpuscles. 

The blood always forms an important part of the mass of the 
body, often constituting a half of its weight. It contains nucleated 

amoeboid corpuscles (amoebocy tes), and 
in some cases, particularly in arenicol- 
ous or limicolous species, non-amoeboid 
corpuscles contaiinng haemoglobin. 
Such is the case in various species of 
Area {A. trapezia, A.pexuta, A. tetragana, 
etc.), in Fedunculus violacesceiis, TelUna 
planaia (and around the nerve-centres 
in T. fahula), Paromya granulata, and 
some Solenidae such as Ceratisolen 
legumen. While red in these latter 
forms, the blood in certain Veneridae, 
Cardiidae, Dreissensiidae, etc., is of a 
bluish tint owing to the presence of 
haemocyanin. In addition to its normal 
function, the blood plays an important 
part in causing turgescence of tegumen- 
tary expansions, the mantle and siphons 
and the foot. 

As ill all other Mollusca, the central 
a.f.r, anterior foot retractor ; a«, organ of the circulation is ou the clorsal 

auricle; g, iiitemal giU-plate ; ff, ex- . o 

tenor gill-plate ; A.a, posterior addue- side (Fie. 202, Ve\ near the hiu^e of 

tor; hi, hinge- lobe of mantle; k, .-, V ^^ i • i. • j • 

kidney ; /.p, labial palp ; ra, mantle ; the Shell, and IS contained in a peri- 

pf.sr, pericardial gland; p./. r, posterior pardinm In adult AnnmiidjiA hnw 
foot retractor ; tr, rectum ;«, Hiphon ; Caruium. in aauit AnomuaaC, nOW- 

ve, ventricle. ever, it projccts freely into the pallial 

cavity, behind the adductor muscle. 
The heart always consists of a median ventricle and two generally 
symmetrical auricles : it is only in such forms as Anomia that the 




t^f 



CXL 



Fia. '20-2. 

Tapes jntUruiter, without its shell, 
dorsal aspect, with »ev«ral organs »e*'n 
through the mantle. a.cL, anterior 
adductor muscle ; a.b, aortic bulb 
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auricles are altogether asymmetrical. The ventricle lies com- 
pletely free in the pericardial cavity ; it is, however, fused to the 
dorsal wall of the pericardium throughout its length in Fliadon, 
and for a part of its length in Pandora, The walls of the 
ventricle are always very muscular, and contain free and inter- 
laced bundles or muscle fibres. The situation of the ventricle 
varies very much, even in tolerably closely related species: it 
is dorsad of the rectum in Nuaila (Fig. 204), the Anomiidae, 
and Arca-y traversed by the rectum in the great majority of 
Lamellibranchia (Fig. 231, v)] and finally ventrad of the rectum 
in Malletia, Osiraea (except 0, cochlear)^ Midleriay and Teiedo 
(Fig. 195). The ventral position of the ventricle, in species 
remotely allied to one another, is a phenomenon of convergence 
due to the shifting of the base of the gill away from the primitive 
position of the heart. It should be observed that the transi- 
tion to the ventral position is to be seen in Pinna, Peina, and 
Aviaila : in the first-named the ventricle still forms a very slender 
ring above the intestine, but in the two last genera it is simply 
attached for its whole length to the ventral side of the intestine. 
In Nucula and Area the ventricle appears to be formed of two 
symmetrical halves : it is really elongated transversely, and con- 
tracted in the middle of its length. In adult Lamellihranchs the 
ventricle may beat rather slowly — e.g, twenty 
times per minute in the oyster, six times per 
minute in Amjilonia — but in the young of 
Osiraea the pulsations may be as many as one 
hundred per minute. 

The auricles communicate with the ventricle 
by a narrow slit on each side, the apertures 
being provided with muscular valves which 
prevent the reflux of blood from the ventricle. 
The auricles are thick and muscular only in 
the Nuculidae, Solenomyidae, Anomiidae, and 
in a lesser degree in Pedmiculus, In these 
diverse but relatively primitive forms (and also Heart of oatmea edvUs, 
in Peden and some other types), the auricle of branchiS"eff«w^^^^^ 
either side is connected only with the anterior /!'» ^**"V'x^*' ' ^^' '^^^^' 

- , rt, i , . , (After Poll.) 

or basal extremity of the efferent branchial 
vessel, a disposition which is common to other groups of Mollusca and 
indicates the primitively posterior situation of the ctenidia. In this 
case the auricles are elongated (Fig. 204, XII) and their maximum 
diameter is close to the ventricle. In all other cases their walls 
are thin and moderately muscular, they enter into relation with 
the gills along a considerable extent of the efferent branchial vessel, 
and they are triangular in form (Fig. 234, aur), with the maximum 
diameter nearest the gill. When the ventricle contracts the 
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auricles dilate, so that the three together always fill the pericardial 
cavity. The walls of the auricles are frequently invested with a 
brownish-coloured glandular epithelium, constituting the pericardial 
glands (see below, p. 233). Sometimes the two auricles com- 
municate with one another inside the pericardium. In the 
Pectinacea (Pectinidae, Aviculidae) and Ostraeacea (Fig. 203), and 

also in Pectunculun, Fhilobrya, 
and the Mytilidae, this com- 
munication lies behind and 
to the ventral side of the 
ventricle and its aorta; in 
Isocardia it is anterior and 
dorsad of the aorta. The 
same tendency to the union 
of paired symmetrical organs 
may be seen in the kidneys 
and gonads. 

When the circumanal com- 
plex — that is to say, the 
posterior adductor muscle, the 
mantle borders, and especially 
the siphons — are only slightly 
developed, the ventricle only 
gives off a single anterior 
aortic trunk, just as it does 
in the Amphineura and Gras- 
tropoda. This is the case in 
the Anomiidae and Mytilidae. 
Or the posterior aorta may 
be very small or indistinctly 
marked off from the anterior 
aorta, as in Fedunculus and 
some species of Nucula; but 
in all other Lamellibranchs, 
and especially in the siphonate 




Fio. 204. 



Nucula nuchus, transverse section through the 
heart. I, pericardium; II, genital duct; III, 
kidney ; IV, visceral commissure ; V, intestine ; 
VI, foot; VII, mantle; Vlll, byssus cavity; IX, 
liver; X, afferent sinus; XI, retractor rausclo of forms, there are alwaVS tWO 
the labial palps ; XII, auricle ; Xlll, ovary ; XIV, ^ . . Y 

rectum ; XV, ventricle. aortao, ail autenor and a pos- 

terior, clearly separated from 
one another and of more or less equal importance. The anterior 
aorta is dorsad and the posterior ventrad of the intestine, except, 
of course, in Nucula and other forms in which the heart is 
dorsal. The pedal branch of the anterior aorta passes between 
the cerebral and pedal ganglion - pairs. In Ostraea, Vulsella, 
Tridacnay and Teredo the two aortae are secondarily fused to form 
one ; again an instance of convergence in unrelated species, due to 
the shortening of the antero-posterior axis of the body. 
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The foot, the mantle, and the siphons derived from the Litter 
are gorged with blood when their muscles are relaxed, and their 
sudden contraction often produces a reflux of arterial blood towards 
the heart. In Lamellibranchs with a well -developed foot and 
siphons, the return of blood into the ventricle is prevented by 
valves situated at the origins of the aortae, and a sphincter is also 
often to be found at the root of the posterior aorta, and sometimes 
a valve in the siphonal artery. In addition, highly ' developed 
aortic bulbs, separated from the ventricle by one of the above- 
mentioned valves, are frequently present, generally on the posterior 
aorta, where a large bulb may be seen, within the pericardium, in 
many Siphonates, particularly in the Veneridae {Tapes^ Fig. 202, a,h\ 
Petricolidae, Tridacnidae, Mactridae, etc. A bulb or aortic dilata- 
tion also occurs on the anterior aorta, inside the pericardium in 
Peden and the Mytilidae, outside the pericardium in Anodonta. 
The arterial blood forced back towards the heart by the contraction 
of the foot or mantle or siphons enters and fills these various bulbs. 

The blood carried to the different parts of the organism by the 
ultimate ramifications of the arterial trunks finally enters the 
venous sinuses, of which the most 
important are the pallial sinuses, 
the pedal sinus, and the great 
median ventral sinus. The last 
named is situated between the 
pericardium and the foot, and is 
separated from the pedal sinus by 
the valve of Keber, which prevents 
the foot from emptying itself of 
blood when in movement. It is 
from this great unpaired median 
sinus that the greater part of the 
blood is derived that passes through 
the kidneys and thence goes on to 
the gills. But a certain quantity 
of blood is carried to the auricles 
without having passed through the 
gills: this blood is brought from 
the mantle, for example, in Fecten, 




Fio. 206. 



Trans veAe section through an AnodorUa^ 
about the mid-region of the foot, a, anricle ; 

The essential respiratory organ J'^' f"^'^ giii -plate ; 6v, inner giii-piate 

/. *^ .^ . (each composed of two lamellae); /, foot; 
of the Lamellibranchs is a pair of *, intestine; m, mantle-Oap; J), jf, peri. 

ctenidia. Each ctenidium is a GegenLr)"^" ^^""^ '"°''"'*'' ""^^ 
lateral pallial offset, occupying a 

longer or shorter space between the mantle and the posterior part 
of the visceral mass. It may extend as far forward as the labial 
palps (Fig. 241, &/), but in the most archaic forms the gills still 
occupy a relatively posterior position (Figs. 230, 231, g)y while in 

15 
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specialised forms they reach to the anterior extremity of the body 
(Fig. 221). Each ctenidium consists of a hollow vascular axis 
bearing on each face a row of more or less flattened hollow filaments, 
which are nothing more than simple expansions of the axis. In the 
Protobranchia the filaments are broad, simple, and free (Pig. 230, g)^ 
and the two rows are situated on opposite sides of the axis (Fig. 
206, A, B). In all other Lamellibranchia the filaments are more or 
less narrow, and the two rows are normally parallel to one another 







M t*' i\ 



H 



K 



Fio. 20C. 

Diagrammatic sections taken tranBversely to the axes of the gills of various Lamellibranchs, 
A^ Nucula : B, Snlenomya ; C, Dimya ; D, the majority of the Lamellibranchs ; E, Donax fain ; 
Ff Donax variai/Uis, Tapes, Vfnu* ; G, Lasaca ; JI, Tellina ; J, Lyonna ; K, Lwctrta, Montacuta^ 
», axis ; b, direct (usiially de.scending) lamella of the outer gill-plate ; c, reflected (usually 
ascending) lamella of the outer gill-plate ; d, direct or descending lamella of the inner gill-plate ; 
ty reflected or ascending lamella of the inner gill-plate ; /, leaflets of the outer gill-plate ; 9, 
leaflets of the inner gill-plate. (After Ridewood.) 

and directed towards the ventral surface (Fig. 206, C-K). The distal 
moieties of the filaments are, however, reflected ectaxially and 
dorsalwards, in such a manner that each row forms a double 
lamina, that is to say, consists of two leaves or lamellae (Fig. 205, 
Jr, W) between which there is an interlamellar space or cavity, 
serving, in some species, for the incubation of the ova. 

In the Filibranchia the successive filaments of each ctenidial 
row are locked together by ciliary junctions, sometimes specialised 
to form ciliated discs whose cilia interdigitate closely with one 
another (Fig. 210, A, c;). The direct and reflected limbs of each 
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individual filament — and consequently the two lamellae of each gill- 
plate — ^are joined together by bridges or interlamellar junctions,, 
which are formed of connective tissue only in the Pectinidae, but 
are vascular in the Aviculidae. Finally, the different elements of 
the branchial apparatus are much more intimately connected in the 
various groups of Eulamellibranchs, in which there are always- 
vascular interfilamentar and interlamellar junctions (Fig. 237). 
Thus the blood brought to the gill by the afferent vessel is conducted 
by vessels which run between the lamellae and communicate with 




Pio. 207. 

Adacnarca nitens, Pels., transverse section, br, ri^ht internal gill-plate ; br', left internal' 
jll-plate (without reflected lamina) : &r", external gill-plates (with reflected lamina) ; co.b, 
»ys8us cavitv ; cottuv, viscentl commissure ; htp^ liver ; int intestine ; pa^ mantle ; per, peri- 
cardium ; r, kidney ; st, stomach ; tea^ testis. 






the filaments on either hand, forming in this manner the inter- 
lamellar junctions. 

Each gill-plate may be thrown into a very regular series of 
transverse folds, each fold involving a fixed number of filaments ; 
this is the case in the Pectinacea, the Ostraeacea, and the more 
specialised forms of Eulamellibranchia. In the last-named the 
folding is still but slightly marked in the Veneridae, but becomes 
much more so in the Cardiacea (in Triddcna a single fold may 
contain as many as seventy filaments), the Myacea, etc. In the 
Pectinacea and Ostraeacea the filament forming the junction between 
two successive folds becomes thicker and more important than the 
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others, constituting a principal filament lying at the bottom of the 
furrow between two successive folds. Not all the Lamellibranchia 
possess complete gills consisting of two gill -plates each formed 
of two reflected lamellae ; in Anomia aculeata and Dimya none of the 
gill - plates have reflected lamellae ; in Adacnarca the reflected 
lamella is absent from the inner plate (Fig. 207, br'); in Lasaea 
and all the Anatinacea there is no reflected lamella in the outer 
plate, and finally, the external plate is aborted in certain Lucinidae 
(Lucina^ Corbis, Mmtacuiay Cryptodon)^ in Scioberetia, and the Tere- 
dinidae (Fig. 206, K). The external gill-plate, whether complete 
or not, instead of being directed ventrally with its lower border 
parallel to that of the inner plate, may be directed dorsally, and 
in such case may be without the reflected lamina, as in Solenomya 
(Fig. 231, g), or may possess it, and be either smooth, e.g. Tellina 
{Fig. 206, H), or folded, e.g. the Anatinacea. 

The posterior, that is to say, the distal ends of the branchial 
axes are primitively free, as in the aspidobranch Gastropoda (Figs. 

82, 127), and in such case the gills 
show no concrescence inter se, nor 
do the free extremities of the re- 
flected lamellae unit6 with the 
mantle. This primitive condition 
is found in the Protobranchia (Fig. 
231), the Arcidae (Fig. 208, J), the 
Trigoniidae, the Mytilidae, and the 
Pectinidae (Fig. 235, ^) ; and among 
the Filibranchia it is only in the 
Anomiidae that the gills are united 
by the dorsal edges of the internal 
lamellae of the inner plates. But 
in all other Lamellibranchs the 
gills, in addition to this union, are 
joined to the mantle by the upper 
edges of the external lamellae of 
the outer gill-plate, and anteriorly, 
where the visceral mass interposes 
to prevent the union of the reflected 
lamellae of the inner gill -plates, 
these latter are attached to the 
viscero - pedal mass (Fig. 209, 
B, C, D). These various unions of 
the extremities of the reflected 
lamellae, whether with one another 
or with the mantle or with the viscero-pedal mass, may be effected 
by simple ciliary junctions — e.g. in Avicula^ Finnay Anomia^ Solen, 
the Anatinacea — or by a true concrescence. 




Fia. 208. 



View of the ventral (pedal) aspect of the 
animal of Area noae, the inantle-flap and 
gill-ttlaments having l)een cut away, a, 
mouth ; b, anus ; c, free curved extremity 
of the gill-axis of the rit,'ht side ; d, do. of 
the left side ; e, f, anterior part of these 
axes fused by concrescence to the body- 
wall ; g, anterior adductor muscle ; ^, 
rsterior adductor muscle ; i, anterior lip ; 
posterior lip ; I, base line of tlie foot ; 
m, sole of the loot ; n, byssus cavity. (After 
Lankester.) 
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The result of these multiple unions is that the gills form a 
partition, extending as far as the division between the two posterior, 
anal and branchial, palb'al orifices (Fig. 209, D), and dividing the 
pallial cavity into two chambers, called respectively the supra- 
branchial or cloacal and the infra-branchial chamber (Fig. 209, t, i). 
'Che respiratory water generally enters the pallial cavity by the 
postero-ventral side (by the branchial orifice or by the branchial 
siphon, if the latter is differentiated) ; thence it passes, as through 




Diagrams of transverse Rections of a Lam el li branch to show the adhesion, by concrescence, 
of the gill-lamellao to the mantle-flaps, to the foot, and to one another. A shows two conditions 
with ftiee gill-axis ; B^ condition at foremost region in Anodonia ; C, hind region of foot in 
AnodQnta\ D, region altogether posterior to the foot in AnodoiUa. a, visceral mass ; b, foot: 
c, mantle-flap ; rf, axis of gill or ctenidium ; e, adaxial lamella of outer gill-plate ; er, reflected 
lamella of outer gill-plate ; /, adaxial lamella of inner gill-plate ; fr, reflected lamella of inner 
gill-pkte ; g, line of concrescence of the reflected lamellae of the two inner gill-plates ; *, 
rectam ; i, supra-branchial s])ace of the sub-pellial chamber. (After Lankester.) 

a filter, through the trellis-work of the branchial filaments con- 
stituting the partition in question, and is expelled from the supra- 
branchial chamber by the anal orifice of the mantle or by the anal 
siphon. 

In one whole group, the Septibranchia, this branchial partition 
loses its normal stnicture in consequence of a predominant develop- 
ment of its contractile elements, by which it is converted into a 
muscular septum perforated by apertures leading ventro-dorsally 
(Fig. 211). The water passes through these apertures from the 
infra-branchial into the supra-branchial or cloacal chamber. Respira- 
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tion is effected in the latter chamber by the internal surface of 
the mantle, which is bathed by a strong current of water passed 
through by the contractions of the muscular septum. 

As regards the structure of the gills, it has been known since 
1877 (Peck) that in all the Lamellibranchia each constituent fila- 
ment of the gill is clothed externally by an epithelial layer con- 
tinuous with the epithelium of the general surface of the body. 




Fig. 210. 

Ctenidial fl laments of Mytiliis edulis. A, part of four fllaments seen finom the outer face in 
■order to show the ciliated iunctions c.j. B, diagram of the posterior face of a single complete 
filament with deMcendine (direct) ramus and ascending (reflecte<l) ramus ending in a hook-like 
process ; cp, the ciliated junctions ; i.l.j, inter-lamellar junction. C, transverse section of a 
filament taken so as to cut neither a ciliated junction nor an int«r.lamellar junction : b.c, blood 
corpuscle ; ch, chitinous tubular lining of the filament ; f.e, frontal epithelium ; Ij.e'j ciliated 
•edge-cells ; Zy.e", lateral cells with long cilia ; lac, blood lacuna traversed by a few processes of 
connective tissue cells. (From Lankester, after Holman Peck.) 

At certain points this epithelium is modified and bears powerful 
cilia, particularly on the two ventral edges of each filament, where 
the so-called "corner cells" (Fig. 210, /./«')» by the action of their 
cilia, keep up a brisk current of water over the surface of the gills. 
There are also "lateral" ciliated cells on the two faces of each 
filament, which ensure the ciliary union between successive fila- 
ments. Internally each filament presents a supporting structure, 
formed by paired longitudinal thickenings of the sub-epithelial 



Digitized by VjOOQIC 



THE LAMELLIBRANCHIA 231 

connective tissue. This thickening is specially well developed on 
the internal sides of the lamellae in the Anomiidae, Arcidae, and 
Trigoniidae (Filibranchia, in which the filaments are very loosely 
held together), while in the rest of the Lamellibranchia the thicken- 
ing is most developed on the external or ventral side. 

The cavity of the branchial filaments is divided lengthwise by a 
connective tissue septum in the Anomiidae, Arcidae, and in Peden. 
The afferent branchial vessel runs in the dorsal half of the axis in 
the Protobranchia, and consequently the blood enters each filament 
on the dorsal side and passes to the ventral side to enter the efierent 
branchial vessel leading to the auricle. Thus in each filament 
there are two currents running in opposite directions, but continuous 




Fio. 211. 

Transverse section of Cnspldariaf taken through the heart. I, branchial septum ; II, 
branchial nerve ; III, sphincter of branchial orifice ; IV, mantle ; V, septal orifice ; VI, posterior 
retractor of the foot; VII, testis; VIII, intestine; IX, accessory genital gland; X, visceral 
commissore ; XI, ventricle ; XII, pericardium ; XIII, auricle; XIV, kidney. 

with one another. The same thing may be seen in the narrow and 
still independent filaments of the Anomiidae and Arcidae, but when 
the cavities of successive filaments are put into communication with 
one another along the free borders of the reflected lamellae, there is 
but one current in each filament running from the afferent vessel 
(whose position is variable) to the efferent vessel common to the 
two gill-plates. 

In addition to their respiratory function, the gills are accessory 
to the function of alimentation. The action of their cilia produces 
a constant current from behind forwards, which carries particles 
suspended in the water towards the labial palps, and consequently 
towards the mouth. In some rare cases — for example, in MytUus — 
an accessory respiratory apparatus is developed in addition to and 
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outside the ctenidial branchiae, in the form of little secondary pallial 
outgrowths, constituting the folded organs called "frills." 

3. Exa-etory Organs, — The principal excretory organs are the 
kidneys, which a^e symmetrical organs situated below the peri- 
cardium in the postero-dorsal region of the body : they generally 
extend back to the posterior adductor muscle, but not so far in 
the Protobranchia (Fig. 231, k). They have the form of two sacs, 
with glandular walls, irrigated by the venous blood passing to the 
gills and opening on the one hand into the pallial cavity by 
orifices situated at their anterior ends and external to the visceral 
commissure, and on the other Hand into the pericardium. This 
latter organ is a median dorsal pouch, situated in the posterior 
part of the visceral mass and enclosing the heart (Fig. 204, I ; 
205, p). In the Anomidae alone of all the Lamellibranchia the 
pericardium is greatly reduced, does not contain the heart, and con- 
sists of two small ramified spaces. The 
pericardium communicates with the kidneys 
by two symmetrical ventral reno-pericardial 
or internal renal orifices (Fig. 212, ry\ and 
in Anomia the kidneys communicate with 
the two small ramified spaces mentioned 
above. The tubes of the gland of Keber, 
which ramify in the mantle, also open into 
the pericardium. The pericardium is always 
completely shut off from the circulatory 
system, a fact which can readily be demon- 
strated in Lamellibranchs with red blood. 

The structure of the kidneys is simplest 
in the Protobranchia. In this group each 
orgSX^heUmoirbSiSl Sidney has the form of a more or less 
dorsal aspect a.a, anterior cylindrical sac foldcd ou itsclf in such a 




Fia. 212. 



orifice ; h.a, posterior adduc- 
tor ; fc, right kidney ; p, peri- 
cardium ; pe.g, pericardial 
gland ; re, rectum ; r.o, renal 
opening ; rp, renopericardial 
orifice ; »t, stomach ; v, ven- 
tricle. 



adductor; av, auricle; g, right xi. a -lI. • j* i j ^ i 

genital gland; g.o, genital manner tnat tiie pericardial and external 
orifices are both anterior. The lumen of 
the sac is large, its wall is glandular and 
uniform throughout its extent, and the 
two kidneys do not communicate with 
one another {Soleno^mya, Fig. 213). This 
essential character of a tube folded into a U-shape, so that 
one branch is antero- posterior and the other postero- anterior, 
is preserved throughout the Lamellibranchia, but as a result 
of specialisation the interior surfaces of the renal sacs are more 
and more increased by the formation of multiple folds, giving 
a spongy appearance to the organs. Sometimes, also, the 
terminal part or postero -anterior branch loses its excretory 
character and is modified to form a simple duct, which more 
or less surrounds the other branch (Unionidae, Fig. 242 (6), aw, ar). 
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In other cases the differentiation into two branches folded one over 
the other disappears through the reduction of the antero-posterior 
branch; the kidney is then a simple sac into which the reno- 
pericardial duct opens. This may be seen in some Filibranchia. 

The two kidneys do not communicate with one another in 
Solerwmya and in many Filibranchia, but a communication between 
their anterior ends is already present in Yoldia and Leda, and 
a communication, often of considerable extent, between their 
posterior ends is found in the majority of the more specialised 
forms, eg, Modiolarca, Lasaea, Bonax, Tapes, Fsmdokellya, and 
especially in the Myacea, Pholadidae, and Anati- 
nacea. The renal organs are excessively ramified 
and extend over the whole surface of the visceral 
mass in Ostraea, and both in this genus and in 
Pholas they surround the posterior adductor 
muscle. The kidneys similarly extend very far 
forward in Mytilus and in the majority of the 
Anatinacea, penetrating into the mantle itself 
in LyonsiellcL Finally, in the Septibranchia the 
kidneys are almost wholly immersed in the Left kidney of sdeno. 
paUial sinus (Fig. 211, XIV). r/p^cT'^i^rriorpa^J 

In the most archaic Lamellibranchia the ^xtero^fpore^'in', Xl 
renal secretion is passed out of the body in pericardial orifice'; iv, 
a liquid form, but in others in the form of "^ ° ^^°* 
solid concretions, exhibiting concentric layers of growth, and in 
normal conditions containing only urea. 

The excretory function is carried out by the pericardial glands 
as well as by the kidneys. These glands are differentiations of 
the epithelial wall of the pericardium, and may be localised on 
and impart a brownish tint to the auricles, as in many Filibranchia 
(Arcidac, Mytilidae, Pectinidae) and tlie Ostraeacea, or they may 
be near the auricles as in the Aviculidae. In this condition 
they are less well developed in the more specialised groups, but 
they reappear in Pholas and Soxkava. The glands frequently 
exist in the form of a glandular lining of the anterior part of 
the pericardium or of the glandular diverticula which pass from the 
pericardium into the mantle (Fig. 212, pe,g). This arrangement 
may be seen in the Unionidae — the diverticula constituting the 
" organ of Keber " — in certain Lucinidae, Veneridae (Fig. 202, pe,g\ 
Tellinidae, Solen, FlwlaSy and Aspergillum, In the last-named 
genus these diverticula used to be called pericardial veins at a 
time when the pericardium was thought to be a blood sinus. The 
pericardial glands excrete hippuric acid, which is poured into the 
pericardium, and from thence passes into the kidneys. 

4. Nervous Sy stern and Sense-Organs. — The different pairs of nerve- 
centres are always placed at some distance from one another in the 
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Lamellibranchia. In the Protobranchia alone are there four dis- 
tinct pairs of ganglia, cerebral, pleural, pedal, and visceral, in the 
adult (Fig. 214). In this group there is a pleural ganglion attached 
to the cerebral ganglion on either side, as is the case in the 
Scaphopoda and the " epiathroid *' Gastropoda (Figs. 182 ; 123, B). 
There are therefore two pedal connectives on each side {Solenomya 
and NucuLa\ namely, the cerebro-pedal and the pleuro-pedal con- 
nectives, which are free in the initial part of their course (Fig. 
214, c^.c, pLp.c), but are fused together half-way towards the 
pedal centres in Nucula, and for nearly the whole of their length 
in Solerumiya, as is the case in DerUalium (Fig. 182) and the 
Atlautidae. In all other Lamellibranchia the pleural centres are 
intimately fused with the cerebral, and there is only a single pedal 
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Nervous system of Nucula nudeiis^ viewed from the left side, and a little ventrally. ce.^, cere- 
bral ganglion ; c.n, cerebral nerve ; c.p.e, cerebro-pedal connective ; o.n, otocystic nerve ; o.Ot 
otocystic orifice ; os, osphradium ; ot, otocyst ; pa.n^ pallial nerve ; p.g, pedal ganglion ; pl.g. 
pleural ganglion ; jil.p.c, pleuro-pedal connective ; vuc^ visceral commissure ; vi.gt visceral 
ganglion. 

connective on each side (Fig. 215, B). Nevertheless, in all the 
Lamellibranchs belonging to different groups that have been studied 
from this point of view, a pleural ganglion distinct from the cerebral 
has been recognised in the course of development (Modiolarca, 
Dreissensia, Lasaea, Teredo), 

In all the Lamellibranchia the cerebral, or rather the 
cerebro-pleural, centres are connected with the pedal and visceral 
centres: thus there are two distinct commissures, the pedal 
and the \asceraL In Mytilus, however, the visceral commis- 
sure is fused for a certain distance with the pedal connectives. 
The visceral commissure is always long, and issues from the pleural 
ganglia in Nuaila and Solenomya, from the cerebro-pleural ganglia 
in other Lamellibranchia. It runs somewhat superficially right 
round the viscero-pedal mass, inside the renal orifices (Fig. 231, r.o), 
and bears on the posterior part of its course a large pair of ganglia 
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(Fig. 215, c), and in exceptional cases a little ganglion at about the 
middle of its length on either side, at the point of origin of 
the branchial, pallial, or visceral nerves. These additional ganglia 
occur in Dreissensia and in some other genera of Eulamellibranchia, 
viz. the Unionidae, Cardium, Luirariay 3fya, and Solen. Each of 
the three chief pairs of ganglia presents the same general 
characters in the entire class, and special characters in certain 
forms. 

The cerebro- pleural ganglia are supraoesophageal and are 
situated above the buccal orifice ; generally on the posterior face 
of the anterior adductor muscle when this exists (Figs. 230, 251, eg). 
In the Solenomyidae alone do they occupy a more posterior position 
(Fig. 231, eg). In the Protobranchia, and in Mactra corallina and 
VeiiuSy the cerebro-pleural ganglia are attached to one another, but 
in all other forms they stand 
apart. They innervate the labial 
palps, the anterior adductor 
muscle, and the anterior part of 
the mantle, and send fibres to the 
osphradia and otocysts. 

The pedal ganglia are situated 
in the mass of the foot at a 
greater or less distance from the 
cerebral centres ; they are always 
attached to one another (Figs. 
214, p.g; 215, b). When the 
foot is atrophied they become 
more and more reduced — e.g. in 
Teredo (Fig. 195, p.g\ Ostraea, 
Fecferi (Fig. 215, C)— and the 
pedal connectives become very 
short. 

The visceral ganglia are situ- 
ated some distance behind the 
posterior adductor muscle in all y,, ?f"5:;'«ST'"cr;"of;^,.^'<:'ceXi 

the Protobranchia (Fie. 231, V.g), ganKllon-pair; b, pedal ganglion- pair; c, 

_^ *-^ ' */ / / viiiooml rranirlirtn - naif /■'KVv-nin TaiiI>aafA«> 
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but in other Lamellibranchia they after Gegenbaur.)^*^^ 



(From Lankester, 



are to be found on the ventral 
face of this muscle (Figs. 188, 218, 219, etc., v.g), except in Thracidy 
in which they are in front of it, and in some highly specialised 
forms in which they are again behind it, as, for example, in Pholas, 
and particularly in Teredo, in which the posterior adductor is 
shifted forward (Fig. 195, v.g). The visceral ganglia are generally 
superficial, and barely covered by the tegumentary epithelium 
(Figs. 188, 236), but in Lima they are somewhat deeply embedded 
in the visceral mass. The two ganglia are primitively distant 
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from one another, and remain so in most Protobranchia (Fig. 
214, vi,g\ in the Anomiidae, most species of Area (Fig. 188, v,g\ 
in Adaeimrca and Philobrya, the majority of the Mytilidae, Avicula 
(Fig. 236), Ostraeay and certain Lucinidae {Moniacuta), On 
the other hand, they are in juxtaposition in Yoldia, Pedunculus, 
LimopsiSy certain species of Army the Trigoniidae, Modiolaria, the 
Pectinidae, most Eulamellibrauchia, and the Septibranchia. The 
visceral centres innervate the gills, the heart (by recurrent nerves 
passing round the posterior adductor muscle), the posterior part of 
the mantle, and the siphons. The anterior pallial nerves issuing 
from the cerebro-pleural centres and running along the borders of 
the mantle anastomose with nerves issuing from the visceral ganglia 
to form a complete pallial circle on either side. In some Eulamelli- 
brauchia {Dreissensia, Pholadidae, and Teredinidae) tliere is a small 
but distinct ganglion mass in front of the visceral ganglia, and 
united to the two branches of the visceral commissure. In 
Dreissensia this accessory ganglion gives off several nerves, chiefly 
to the viscera. 

The Lamellibranchia have no differentiated stomato- gastric 
system; the median faces of the two branches of the visceral 
commissure give rise to nervous strands which pass to the 
alimentary canal. 

Tactile sensibility is specially localised in the most exposed 
parts of the body, that is to say, in the borders of the mantle along 
which run the circumpallial nerves formed by the anastomosis of the 
anterior pallial nerves from the cerebro-pleural ganglia with nervous 
trunks issuing from the visceral centre. The mantle borders very 
often bear sensory papillae, or more or less well developed tentacles 
throughout their extent, e.g. in Solenomya (Fig. 231,^), Lepton^ Fecten 
(Fig. 235,^rt), and above all Lima : in this last genus the tentacles are 
long, contractile, and disposed in several rows. When the borders 
of the mantle are fused together at various points, these sensory 
papillae are localised at the posterior ends, at the place of entrance 
of the respiratory fluid, or at the margins of the siphons (Figs. 219, 
221), or round the two siphons to form a sort of tentacular crown, 
as may be seen, for example, in Card i urn (Fig. 243, a.s, br.s\ Tapes, 
Corhula, Poromya (Fig. 249, p.t). In some cases there are highly 
developed tentacles ; thus in Lepton and Galeomrna there is a median 
azygos tentacle at the anterior end at the point of union of the two 
mantle lobes, and two symmetrical tentacles in the same situation 
in Solen. There are two symmetrical tentacles at the posterior end in 
Solenomya, and a single lateral tentacle on the right or left side in 
the Ledidae {Yohlia, Fig. 230, s.t, Leda, and Malletia). The labial 
palps are not highly specialised tactile organs, and serve as acces- 
sory alimentary rather than sensory organs. 

At the origin of each great branchial nerve, close to the visceral 
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ganglion — and consequently on the posterior adductor muscle in 
most cases — there is an accessory ganglion (Fig. 214, os\ above which 
the tegumentary epithelium is modified to form a sensory organ, 
and is often pigmented, as for example in Area. This organ cor- 
responds to the osphradium of the Gastropoda, and its situation at 
the point of attachment of the gill renders it probable that it serv^es 
to test the respiratory fluid. The osphradial ganglion receives 
nerve-fibres not from the visceral ganglion, but from the cerebral 
ganglion by way of the visceral commissure. 

Another organ of an analogous nature, lying on the posterior 
adductor muscle on either side of the anus (and consequently 
behind the osphradia), is found in many asiphonate forms, for 
example, in the Arcidae, the Trigoniidae, the Pectinidae, and 
the Aviculidae. It forms a little papilla or epithelial elevation 
at the end of a nerve strand given off from the posterior pallial 
nerve, which in turn is given off from the visceral ganglion. In 
these Lamellibranchs the two little organs in question often show 
a tendency to asymmetry, that of the right side being better 
developed than that of the left. In the siphouate Lamelli- 
branchia, in which the gills are united together posteriorly 
and conceal the posterior adductor muscle, the sensory organ in 
question is displaced along the course of the posterior pallial nerve, 
and lies at the internal end of the inhalent or branchial siphon, 
often lying over a "siphonal" ganglion developed at this place. 
In such case the organ may be an epithelial projection in the form 
of a glandular and sensory plate {Leda, Donux, and Pholas), or a 
projecting lamina {Mactray Scrohiculaiia, etc.), or even a tuft composed 
of many papillae (Tellina), Lastly, an adoral 
sense-organ, provided with an accessory ganglion, 
exists in the neighbourhood of the palps in Nucvla 
and Foronvja. 

The otocysts or statocysts, as is the case in 
the majority of the Mollusca, are situated in the 
pedal mass in proximity to the pedal ganglia ^^^ ^^^ 

(Figs. 230, ot; 242, aij), and they may even be otocylt of' CycUu. 
deeply embedded in these centres, for instance, *^',{fP*f*''*J' *^^^>*^«^ 
in Galeomma, and the Leptonidae {Lasaea, Kellya), tic capsule ; o! otolith' 
In the majority of the Protobranchia {Nncala, ^^;^^^Lanke8ter. after 
Leda^ Solenomya), in ArcUj and in some Mytilidae 
(Mijtilus, Lithodomus) these organs are simply deep invaginations 
(otocrypts) of the superficial epithelium of the foot, and com- 
municate with the exterior by a fine canal which opens on the 
side of and in the dorsal region of the foot (Fig. 214, ot, 0,0): 
this canal is closed in the adult Yoldia, In the adult Solenomya 
the otocysts have disappeared. In Leda they each contain an 
otolith, but in Nucula, Area, and the Mytilidae they contain 
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numerous irregularly -shaped auditory particles. In the rest of the 
Lamellibranchia the otocysts are completely closed spherical cavities, 
containing a number of auditory particles (otoconia) in the Fili- 
branchia, but a single large otolith in the Eulamellibranchia and 
Septibranchia, with the exception of Saxicam and the Anatinacea, in 
which both otoconia and an otolith coexist in each otocyst. In 
Ostraea both otoliths and otoconia appear to be absent. 

The cavity of the otocyst is generally lined with ciliated cells 
(Fig. 216, e)j but cilia may be absent in forms which have otoliths. 
The nerves supplying the otocysts do not originate from the pedal 
ganglia, but are branches of the cerebro-pedal connectives (Fig. 214, 
o.n)j and their fibres can be traced back to the cerebral ganglia. As 
regards the physiology of the otocysts, it has been shown that 
Lamellibranchs — e.g. Anomia — are able to appreciate sounds trans- 
mitted through the water. 

Cephalic eyes in the adult state are found only in certain Fili- 
branchia ; viz. in the Mytilidae and Avicula (Fig. 236, e). They are 
situated at the bases of the first direct filaments of the inner gill- 
plates, and each consists of a simple pigmented epithelial fossa which 
contains a cuticular crystalline lens, but they do not seem to confer 
any great sensibility on the species that possess thenL Some other 
Lamellibranchia have cephalic eyes during larval life : they are situ- 
ated outside the velum, like the eyes of the larvae of Polyplacophora. 
One may suppose that the mantle and the shell, which cover up the 
whole of the body, render cephalic eyes of little use. Further, by 
way of organic counterpoise one finds that the absence of cephalic 
eyes is compensated by the development of analogous organs on the 
only parts of the body that can be projected from the shell, that is 
to say, on the edges of the mantle and the siphons. The most simple 
arrangement consists in the presence of pigmented cells at the 
extremities of the siphons or around the posterior pallial apertures, 
the existence of such cells coinciding with an increased photodermatic 
sensibility whether for both a sudden illumination and a sudden 
obscuration as in Pholas, IMIwdoimLs, Mactra heh'ocea, and Tellina 
complanata ; or for a sudden obscuration only, as in Ostraea and 
certain species of Cardium and Venus ; or for an increase of illumina- 
tion, as in Lima and Fsammobia vespertina. As the result of 
specialisation, pigment spots of this kind are transformed into 
veritable eyes, situated on the projecting edges of the mantle and 
siphons. 

Pallial eyes arising in this manner are of several different kinds, 
of which the principal are those occurring in the Arcidae, Liina, 
and the Pectinidae, Spondylus, and some species of Cardium. 

In the greater number of Arcidae, namely, in the genus Arai, 
except A. dihivii, and in Pedunculus, the pallial eyes are but little 
differentiated in structure, but are collected in groups ; that is to say, 
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they are compound or faceted eyes, each element of which is a 
pigmented cell or ommatidium with a cuticular cornea. In lAma 
excavata {L, hians and X. loscomhii have no eyes) there are from 
eighteen to twenty-three eyes on the border of each mantle flap, 
consisting of very deep pigmented fossae, at the bottom of each of 
which there is a layer of rods and a refractive body. 

In Fecten (with the exception of abyssal species) and Spondylus 
the eyes have a more complicated structure : they are isolated and 
always in larger number on the left or superior than on the right 




Fio. 217 



Sagittal section of the pallial eye of Prcten pusio. c.n, complementary optic nerve ; eo. 
cornea ; Z, crystalline lens ; o.n, optic nerve ; o.p, optic peduncle ; p.e, pigmented epithelium ; 
p.1, pigmented layer ; re, retina ; r.w, retinal nerve ; ro, rods ; o, septum ; to, tapetum. (After 
Rawitz.) 

or inferior mantle lobe, and they are of different sizes and irregularly 
arranged. Each eye is borne on a short tentacle projecting from 
the internal duplicature of the mantle border (Fig. 235, e) and its 
essential structure is that of a sub-epithelial ocular globe. The more 
superficial moiety of the ocular wall forms the retina in such fashion 
that the transparent retinal elements have their free extremities 
turned towards the interior of the globe (Fig. 217, re)y and each is 
capped by a cuticular rod. The deeper moiety of the ocular wall, 
as well as the part of the tentacle surrounding it, is pigmented. In 
the interior of the ocular cavity there is a refringent layer — the 
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tapetum — of cuticular or secretory origin, which gives the eyes of 
Pecten and Spondylus their brilliant lustra The optic nerve arises 
from the circumpallial nerve and subdivides : one of its branches 
passes round the ocular globe to reach the retina. Between the eye 
and the external corneal epithelium or pellucida there is a cellular 
lens or conjunctiva, which is extra-ocular and consequently sub- 
epithelial. In some cases the corneal epithelium itself is thickened 
above the eye (Fig. 217, co). 

In some species of Cardium — in C, rusticum, for example — the 
siphons are the only parts of the animal which project from the 
bottom when the animal is buried, and the tentacles surrounding 
them are provided with eyes whose structure is analogous to that of 
the eyes of Fecten and Spondylus, with this difference, that in the 
former the pigment is situated in the connective tissue surrounding 
the ocular globe. 

5. Generative Organs, — The sexes are separate in the Lamelli- 
branchia in general, but the whole order of Anatinacea is herma- 
phrodite, and also some small isolated groups, viz. the Cyrenidae, the 
genera Porormja^ Tridacna, Kellya, Lasaea, Entovalvay and Scioheietiti 
(the two last named being parasitic), and certain species of PecieUj 
Ostraea and Cardium, and Anodojtta imbecilis. Sexual dimorphism is 
recognisable only in certain species of Unio ( U, batavus and U. iumidus) 
and in Lampsilis, in which the female is rather broader than the male, 
and in Astarte, in which the border of the shell is smooth in the male 
but crenelated in the female. In the genus Teredo there is hyper- 
polygyny, the males being only in the proportion of 1 : 500 to the 
females. There is never a copulatory organ, nor yet an accessory 
gland, unless perhaps in the male Cuspidaria. The gonads are 
paired and symmetrical, superficially placed, and generally occupy 
the most dorsal and posterior part of the visceral mass, often extend- 
ing thence into the foot. They are united and communicate with 
one another in Donax, Lasaea, Adacnarca, Chlamydoconcha, Cuspidaria, 
etc. In exceptional cases they extend into the mantle, either into 
both lobes, as in all the Mytilidae except Dacrydium and some 
species of Chama, or into one lobe only as in the Anomiidae. In 
some genera of Lucinidae, e.g. Moniamta and Axinus, the gonads, 
together with parts of the liver lobes, project into the pallial cavity 
in the form of arborescences. Each gonad is an acinous structure 
and its caeca may be much ramified, for instance, in Ostraea. 

In the most primitive arrangement there is no proper generative 
aperture; each gonad discharges its products into the reno-peri- 
cardial duct, as may be seen in the Protobranchia (Solenomyay etc.) ; 
but a secondary union between the reno-pericardial duct and the 
external extremity of the postero-anterior branch of the kidney 
allows the generative products to pass direct to the external renal 
orifice (Fig. 213, IV, II). In many other forms the gonad still opens 
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into the kidney of the same side, not near the pericardial orifice, 
but nearer to the external aperture, t.g, in the Anomiidae and 
Pectinidae, or close to the external orifice, as in Area, In other 
cases the gonad and the kidney open together into a common slit or 
cloaca (Ostraeay Cydas, Fig. 218, g.o, and certain Lucinidae). Finally, 
in those cases in which there is a separate generative aperture, it 
may either be situated on a papilla common to it and to the renal 
orifice {Mytilus edulis\ or, as is most frequently the case, it may be 
in the immediate neighbourhood of the renal orifice, and like it, 
situated to the outside of the visceral commissure (Fig. 242, (6) y). 
When normal hermaphroditism occurs in the Lamellibranchia, 
it may exist in one of the following different forms. In the first 
each gonad is entirely hermaphrodite throughout its extent ; that 




Fio. 218. 

CyclcUf lefb-sicle view, after removftl of the left pallial lobe, gill, and auricle. 0.0, anterior 
adductor; a.o, auriculo-ventrlcular orifice ; cLr, anterior foot retractor; a.«,'anal siphon ; 6r,«, 
branchial siphon;/, foot; y, right gill; 9.0, genital orifice; in, intestine; k, left kidney; 2, 
liver; ov, ovary; p.a, posterior adductor; p.r, posterior foot retractor ; t, testis; v, heart- 
ventricle ; v.p, visceral ganglion and commissure (posterior part). 

is to say, uniformly composed of acini capable of producing ova and 
spermatozoa simultaneously or successively. This condition is 
found in Ostraea eduliSy 0. angasi, 0. plicata, 0. lurida (other species 
of Ostraea, viz. 0. virginica, 0. glomerata, and 0, angulata are 
dioecious), Kellya, and Lasaea In the second form there are male 
and female acini lying side by side throughout the whole extent of 
the gonad, e.g. Tiidacna^ Cardiuin oblongum, and C, norvegicum. In 
the third form the gonads are differentiated into regions of different 
sex, the anterior region being male and the posterior female (Fig. 
235, t, ov), but these are not separate from one another, and have a 
common duct and a single orifice : this is the case in Fecten lierma- 
phroditus, P, maximus, P. jacobaeus, P. opercularis, P. glaher, P. irra- 
dians, and P. fiexuosus (P. inflexus and P. vaiius are dioecious). The 
same arrangement is found in the Cyrenidae {Cyclas, etc.), in which, 

16 
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however, the male and female portions of the gonad are not actually 
contiguous, but are united by a short canal (Fig. 218, ^, ov\ so that the 
spermatozoa have to pass through the ovarian ca^^ty before they are 




mo ^Q f 

Fig. 219. 

Lyoiutia nortrgica, left-side view after removal of left pallial lobe and left gilL o, anus ; a.o, 
anterior adductor ; «..«, anal siphon ; h.o, bys^al orilice ; hr.n, branchial nerve; br.$, branchial 
siphon; f.o, female orifice; g, gill (direct internal lamina); ^, reflected internal lamina of 
the right gill ; g", outer plate of the gill ; l.p, labial palp.; m.o, male orifice ; o, ovary ; p.a, 
posterior adductor ; p.o, pedal orifice of the mantle ; t, testis ; r.g, visceral ganglion. 

eliminated. Finally, in the fourth mode, an ovary and a testis com- 
pletely separated from one another exist on either side of the body, 
each having its own proper duct and external orifice. This is the 
case in all the genera forming the order Anatinacea and in Poromya 
among the Septibranchia. In these forms the ovary is dorsal and 

posterior, the testis more anterior 
and ventral (Fig. 219, to). The 
male and female genital orifices of 
the same side are contiguous ; they 
open on a common papilla in the 
Anatinacea, but the female aper- 
ture is outside the visceral commis- 
sure, and therefore in the normal 
and original position of the Lamelli- 
branch genital orifice, whereas the 
male aperture is within the visceral 
commissure. In Poromya the male 
and female ducts of each side open 
into a common orifice, external to 
the visceral commissure. In all 
these hermaphrodites the male 
products are the first to ripen. 
Accidental cases of hermaphro- 
ditism have been met with in 
dioecious Lamellibranchs {MyiUus^ 
Unionidae), and a unisexual individual of the normally hermaphro- 
dite species Peden glaber has also been described. 




FlO. 220. 
Pstudokellya mrdifonvis, section of a part 
of the ovary, cej, follicular cells ; Jol, ovular 
follicle ; ov, ovarian egg. 



Digitized by VjOOQIC 



THE LAMELLIBRANCHIA 



243- 



The testis of a male or hermaphrodite is always readily recog- 
nisable by its brilliant white colour ; on the other hand, the ovary 
is often red {Madra, Donax, etc.). The ovum is derived from a cell 
of the ovarian epithelium, but in most cases the neighbouring cell* 
contribute to the formation of its vitellus (CyclaSy etc.). The ovum 
is surrounded by a vitelline membrane, which is often fairly thick 
(Unionidae, Anatinacea, etc.), and is only interrupted at the micro- 
pyle, or point of attachment to the ovarian wall. It is at this point 
that the spermatozoon effects an entrance. The vitelline membrane 
disappears after the first stages of segmentation, except in incubatory 
forms. A true ovarian follicle, formed of a continuous and regular 
envelope of epithelial cells, has been described only in Fseudokellya 
(Fig. 220 Jol), 




Pio. 221. 



Pseudokellya cardiformU, Smith, left-side view (the left pallial lobe removed). ad\ cA'\ 
anterior and posterior adductor muscleu; 6r, br'. internal and external .'gill -plates ; «ii, 
embryos in the internal gill-plate ; o.a, anal orifice of the mantle ; o.5, branchial orifice of the 
mantle ; o.p, limits of the pedal orifice of the mantle ; p, foot ; pai, labial palp ; rtp^ rep', 
anterior and posterior foot-retractor. 

III. Embryology. 

Viviparous Lamellibranchs are unknown, but some few appear 
to be viviparous because they are incubatory. This is the case in 
some Filibranchia {Area vivipara and FhUobrya) and in many Eula- 
mellibranchia, principally in the Submytilacea (certain species of 
Ostraeaj Condylocardia^ Lasaea, Bomia, Scioheretia, ErUcmilva, Thecalia^ 
Unionidae, Cyrenidae, Pseudokellya, Teredo, etc.). The ova then 
are hatched after their escape from the genital organs, but in the 
greater number of incubatory forms they are retained for a 
certain time, in some cases up to the time of hatching, in the inter- 
lamellar branchial spaces. In certain Unionidae {CastaHna, Arconaiay 
Fseudodon, etc.) and in Lasaea (Fig. 222) and Pseudokellya (Fig. 
221, em) they are retained in the internal interlamellar space, as 
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also in the Cyrenidae {Cydas^ etc.), in which special pouches are 
developed to contain the ova, the maturer ova being the more 
anterior. In the Unionidae of the Old World and of North 
America they are retained in the external interlamellar spaces, and 
in other Unionidae (Quadnday SchistodesmUy GihhosuLay Cuneopsis) and 
in Modiolaria in both the external and internal interlamellar spaces. 
In some other Lamellibranchia, e.g, Ostraea edulis and other herma- 
phrodite species of Ostraea such as 0, angasi and 0, lurida, and 




p^ r 



Fig. 222. 



Lasaea nibra, a tranavfirae section through the posterior part of the body, showing embryos 
in the gills, ad', ad", anterior and posterior adductor muscleR ; br, gill ; cat, caecum ; g.c, 
cerebral ganglion : g.vi, visceral ganglion ; hep, liver ; in, intestine ; ot, otocyst ; p, foot ; jw, 
mantle ; pal, labial palp ; st, stomach ; vi, vitellus. 

in Entavalvay the earlier stages of development are passed through 
in the pallial cavity, outside the gills. In all other Lamellibranchia 
the eggs are laid one by one, generally in the spring or summer 
in temperate climates. In Nucula delphinodonta they are collected 
together in a mucous sac fixed to the posterior part of the shell, 
and are there incubated. 

Fertilisation may be effected externally to the maternal parent, 
as, for instance, in Pecten, the dioecious species of Ostraea, Modio- 
laria, Dreissensiay Madra, Pholas, etc., and in all these forms artificial 
fertilisation is possible ; or it may be effected in the pallial cavity, 
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in the cloacal or suprabranchial chamber, as in Cardium and several 
other incubatory forms, or in the oviduct itself in Ostraea edulis. 

The formative pole of the ovum is opposite to the micropylar 
end. The segmentation is unequal from the first cleavage onwards. 
The macromere formed at the first cleavage is loaded with yolk 
granules and remains single for a long time, but gives rise to the 
three first groups of micromeres, which partly cover it as with a 
cap (Fig. 9, C). Finally, the macromere divides to form the endo- 
derm cells. The gastrula is rarely formed by invagination (Pisidiumy 
Ray Lankester), but in nearly all cases by epiboly, or sometimes 
by a process midway between the two, in which there is at first 
an epiboly resulting from the multiplication of the small ectodermic 
cells surrounding the single macromere, and finally an invagination 
after division of the macromere. This process is found in Ostraea, 
CyclaSf and the Unionidae, and in the two last-named the segmenta- 
tion cavity is very large and the enteron small (Fig. 227). ' The 
blastopore remains open in some cases, e.g. in Ostraea, but closes in 
Cyclas, Pisidium, the Unionidae, Dreissensia, Teredo, etc. But the 
mouth and oesophagus are soon formed by a secondary ectodermic 
invagination at the point of closure of the blastopore. The yolk 
remains in connection with the dorsal surface of the enteron and is 
slowly absorbed. The endoderm gives rise to the stomach and the 
two liver lobes and to the intestine ; the liver lobes often display 
a marked asymmetry, the left lobe being larger than the right in 
MytUus, Dreissensia, and Yoldia. The anal ectodermic invagination 
placing the intestine in communication with the exterior is gener- 
ally at the extreme posterior end of the embryo, is very short, and 
very late in appearance. The mesoderm originates, at an early 
period, from the most posterior of the four primary endoderm 
cells ; the resulting mesomeres take up a position between the 
ectoderm and endoderm in the form of two symmetrical mesoderm 
bands. 

In its general characters the development of the Lamelli- 
branchia conforms to the type observed in the other classes of 
the Mollusca, but a certain number of special features must be 
noted. (1) The shell- gland makes its appearance at an early 
period in the normal position; that is to say, at the formative 
pole, nearly opposite to the blastopore (Fig. 223, sk). It is single, 
like the shell-gland of all other Molluscs. During its extension it 
gives rise to a saddle -shaped cuticular pellicle, which becomes 
calcified at two symmetrical points, right and left of the middle 
line. These two centres of calcification eventually form the two 
valves of the shell, but, except in the Unionidae, they do not 
develop as fast as the subjacent lobes of the mantle. The two 
valves remain united by the median and dorsal part of the primitively 
single shell, and the ligament is formed at this line of union. 
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This condition is reached during the veliger stage ; the shell, 
which is at first too small to contain the whole animal, is called 
the prodissoconchf and is characterised by its two symmetrical 
valves with a simple linear hinge. After this stage a sudden 




Fio. 223. 

Development of Ostnua rduUs. A, hlastula stage, with commencing invagination at ?>!, the 
blastopore. B, optical section of a somewhat later stag*', in which the invagination of the shell- 
gland, i»t, has commenced ; 6/, blastoix^re ; cc, ecto<lerm ; fn, endodenn. C, similar optical 
section of a little later stage. The invagination connected with the blastojwre is now more 
contracted, d ; and cells, me, forming the mesoderm, are separated. />, similar .section of a 
latter stage (trochosphere) with closed blastopore hi ; 711, the mouth ; *, shell, on the surface t»f 
the shell-gland $k. K, surface view of an embryo at a perio«l a little more advanced than D, 
F, the same embryo seen as a transiwrent object. «, aiuH ; c. intestine ; ft. foot ; in, mouth ; 
fk, shell-gland ; st, ston)ach ; tp, vehirarea of the prostoniium. The extent of the shell and com- 
mencing upgrowth of the inantle-skirt is indicat^«l by a line forming a curve from a to F. On 
the dorsal side of the stomach is the anterior adductor muscle. (From Lankester, after Horst.) 

change is effected in the secretory activity of the mantle, and 
the embryonic shell or prodissoconch is often separated from the 
rest of the shell by a more or less projecting ridge, indicating 
this modification during growth (Fig. 196,7?). (2) The velum, which 
serves as the larval swimming organ, is a circular outgrowth with 
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a ciliated border, lying in front of the blastopore. It is never 
lobed, and is often provided with a single central flagellum, e,g, 
in YoldicL (Fig. 225, ax\ the Mytilidae, Dreissensia (Fig. 224, /), 
Cardium, Montaaita^ Entovalva, Madra, and Teredo, but there is no 
flagellum in Peden, Ostraea, Avioula, Pholas, NuculOy and the 
Unionidae ; it is very much reduced in the incubatory species and 
quite nul in Fisidium. As will be explained further on, the velum 
may be tiu'ned back in such a manner as to cover and adhere to 
the whole body of the larva, thus giving rise to the " testaceous " 
larvae peculiar to the Nuculidae. (3) In almost all Lamellibranchs 
an important invagination is formed near the posterior extremity 
of the foot: this is the byssogenous cavity (Fig. 224, by), which is 




Fio. 224. 

Veliger of Drcisseiisia polyvwrpha, left-side view, a, anus ; a.a, anterior adductor ; by, 
byHBua gland ; cr, CAecum of the crystalline style : /, foot ; Jl. tlagellum ; h, heart ; i, intestine ; 
/, liver ; m, mouth ; mu, retractor musclos ; ot, otocyst ana petlal ganglion ; p.a.c, post-anal 
cilia ; re, embryonic kidney ; at, stomach ; r, velum ; v.g, visceral ganglion. (After 
Meisenheimer.) 

formed even in species devoid of a byssus in the adult state. In 
Cyclas, for instance, there is a larval byssus by which the embryo 
attaches itself to the incubatory branchial cavity. (4) In the middle 
of the velar area there is an apical plate formed by an ectodermic 
thickening, from which the paired cerebral ganglia originate. In 
Yoldia each cerebral ganglion is formed from a deep tubular 
invagination, and similarly in Dreissensia an apical fossa grows in 
from the apical plate, and the cerebral centres are formed from 
its deeper part. The pedal centres arise from ectodermic 
thickenings between the larval mouth and anus (Fig. 224, ot). The 
pleural ganglia are distinct from the cerebral during larval life, in 
Dreissensia, Modiolana, ^Lasaea, and Teredo, at any rate. Two larval 
eyes with cuticular lenses occur in many forms, on either side the 
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velum, at the base of the first internal branchial filament, but their 
persistence has not been demonstrated except in the Mytilidae and 
Avicula (Fig. 236, e). On either side of the pedal centres an 
ectodermic invagination gives rise to an otocyst; the invagina- 
tions close up in most cases, but remain open in Nucula and 
Mytilus, The apical portion of the velar area gives rise to the 
labial palps. (5) In all groups of the Lamellibranchia (Nuculidae, 
Mytilidae, Aviaila, Ostraea,¥ig, 192, ^, Dreissensia^ Entovalva,Pisidium, 
Anadonta, Fig. 228, &r, etc.), the branchiae originate in the form of 
filaments, which develop one by one from behind forwards, at the 
posterior part of the body, on the right and left sides, between the 
mantle and the visceral mass. The filaments of the internal gill- 
plate are the first to be formed, afterwards those of the external 
gill-plate : it is only at a late period that the filaments are reflected 
and unite with one another. (6) Two larval kidneys have been 
found in several groups (Dreissensia, Cydas, Teredo\ in the form of 
small organs of ectodermic origin, situated on either side of the 
anterior end of the larva, behind the velum, and opening to the 
exterior by their hinder ends (Fig. 224, re). Each organ consists 
of two cells (Dreissensia), of which one is deep and ciliated, the other 
is tubular, with an intra-cellular canal leading from the flagellum of 
the deeper cell to the external orifice. (7) In the trochosphere or 
veliger larva provided with a bivalve shell, the anterior adductor 
muscle is the first to be developed, as may be seen in Nucvlay the 
Mytilidae, Ostraea, Peden, Lasaea, Entovalva^ Dreissensia, Pisidium, 
the Unionidae, Cardium^ etc. In considering the evolution of the 
larva one must distinguish between two quite different modes 
of development, one of which may be called the normal mode, 
while the other is characterised by the parasitism of the larva 
and subsequent metamorphoses (Unionidae). In the first mode 
one may further distinguish a development through a veliger 
larva, which occurs in most Lamellibranchs, and a development 
through testaceous larvae, characteristic of the Nuculidae. In the 
development with a veliger stage, the larva may be free, as is 
the case in many marine forms and in the freshwater Dreissensia, 
or it may be retained and incubated in the gills, as in CyclaSy 
KellyUy Teredo, etc. \Mien the larva leads a free existence its velum 
is always rather prominent (Fig. 224, v\ but when it is retained 
and incubated by the parent the velum is reduced or sometimes 
disappears altogether {Cydas, Unionidae, Entoralva), When the 
velum is absorbed the foot becomes highly developed, even in 
such fonns as become sedentary and fixed in after life, such as 
Peden, Avicula, etc., unless indeed they attach themselves at a 
very early period. 

In the Nuculidae, which have test -larvae, we find that in 
Yoldia and Nucula proxima the ova are set free in the water 
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and the larva is free-swimming. But in NuctUa delphinodonta the 
female constructs a thin-walled mucoid egg-case, attached to the 
posterior portion of the shell and in communication with the 
pallial chamber : into this case the ova are passed as soon as they 
are laid, and undergo their development. In Yoldia and Nucala 
proxima a gastnila is formed by epiboly and then the greater 
part of the ectoderm gives rise to a " test," which is really a 
ciliated velum formed in a normal position at the apical pole, 
but reflected in such a manner as to completely cover the former 
ectodermic surface of the body — viz. the shell-gland, etc. — ^leaving 
only a small opening opposite to the apical plate, in which the 
stomodaeum and eventually the proctodaeum are formed (Fig. 16). 
The test consists of five rows of flattened cells, the three median 
rows bearing circlets of long cilia (Fig. 225). A long ciliated 
flagellum, like that of many Lamellibranch larvae, is borne in the 




Fio. 225. 



Surface view of a forty-five hour embryo of Yoldia limatiilcL a.c^ apical cilia ; bl, blastopore ; 
X, depression where the cells that form the cerebral ganglia come to the surface. (After Drew. 

centre of the apical plate. When the larval development is com- 
pleted, the test, with its stalk and apical plate, is stripped off and 
cast away within the space of a few minutes (Fig. 226) ; the apical 
cilia shrivelling up and the test cells breaking apart and frequently 
falling to pieces at once. In the larva of Nucida delphinodontu the 
test is covered with short diffuse cilia, there is no flagellum, and 
the disruption and casting off of the test occupies several hours, 
the parts near the apical plate being the last to disappear. The 
testaceous larvae of the Nuculidae should be compared with the 
larvae of Dentalium (Fig. 15) and of Myzomenia (Fig. 17). 

A development with secondary metamorphosis, acquired in the 
course of ontogeny, is peculiar to the Unionidae. In this family 
the eggs are laid in spring or summer, and on leaving the genital 
orifice pass into the interlamellar space of the internal gill-plate; 
thence into the interlamellar space of the outer gill-plate by way 
of the posterior extremity of the gill, where the two spaces corn- 
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municate with one another behind the branchial axis. In the 
European Unionidae the eggs are incubated and pass through the 
earlier stages of their development in the outer gill-plate (see above, 




Fio. 220. 

Reconstruction of an enibr>'o of YoUlia limntula at a stage during "casting," represented as 
seen from the right side, with the right bheli-vaive and mantle lobe removed, a.a, anterior 
adductor muscle ; eg, cerebral ganglion ; /, foot ; g, rudiment of gill ; int, intestine ; <rt, oto- 
eyst ; p.a, post<'rior adductor muscle ; p.g, pe<lal ganglion ; r, pouch that leads to the cerebral 
ganglia ; r./, right lobe of the digestive gland ; sUl, stomodaeum ; t, adhering test cells of 
velum ; v.g, visceral ganglion. (After Drew.) 



p. 226, for an account of the segmentation and endodermic invagi- 
nation, Fig. 227, II). In Castalia^ Arconaia, Fseudodon, etc., the eggs 
are incubated in the internal gill-plate, and in Qwadrida, Sckisto- 
desma^ Gibhosula^ and Cuneopsis both gill -plates are used for 
incubation. The shell-gland, as soon as it is formed, produces a 
shell which grows as fast as the mantle, and 
is provided with a large anterior adductor 
muscle (Fig. 227, I). A ciliated disc, corre- 
sponding to the ciliated post-anal surface of 
Dreissetisia (Fig. 224, pM.c), is formed behind 
the blastopore and causes the embryo to 
rotate in the egg-shell (Fig. 227). These 
first phases of development take about two 
Embyro of Anwioiua, left- months for their accomplishment, and in 
t>'rVn"u:;:.ie^n^tirst^^^^^^^^ European Unionidae the embryos hibernate 

III, posterior ciliated shield ; jyj ^he iutcrlamellar space without undergoing 

IV, shell. (After Gutte.) ^ j-c x- t 

any appreciable structural modincation. In 
the following spring they are hatched out, and escape through 
the dorsal or anal pallial aperture in the form of a peculiar larva 




Fio. 227. 
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called a " glochidium " (Fig. 228). This larva is characterised by 
the possession of hooks in the middle of the lateral borders of its 
valves and by its larval byssus — which is not homologous with that 
of other Lamellibranchs. This byssus appears to issue from, but 
in reality winds round, the adductor muscle, and originates from a 
single glandular epithelial cell, deeply embedded in the tissues on 
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Fio. -228. 

Two sUgHs in th«^ development of Anwlouta ; both llgiires n'present the " glochidium " stage. 
A, wlieii free Hwiniining, sIjowh the two deiitigerous valvea widely open. B, a later stage, after 
fixation to the (in of a fish, auul and ad, anterior adductor muscle ; al, alimentary canal ; au,Vf 
otocyst ; f)r. branchial filaments : fcj/, byssus ; /, foot ; mt, mantle-flap ; p.cul, posterior adductor ; 
*, teeth of the shell ; sk, shell. (From Laiikester, after Balfour.) 

the dorsal and anterior side of the muscle. The glochidia swim 
actively by clapping together the valves of the shell, and eventually 
attach themselves to the gills or fins of a fish, and become encysted 
in consequence of a pathological development of the epithelium of 
their host. This parasitic existence lasts for a period varying from 
two to six weeks, during which the glochidia are nourished by the 
epidermic elements of their host, absorbing them by means of the 
ectodermic cells of the embryonic mantle. During this time most of 
the definite organs of the adult, the 
foot, otocysts, gills, etc., which were 
not required in larval life, are de- 
veloped, largely as the result of the 
proliferation of the cells of two sym- 
metrical cavities situated behind the 
adductor muscle. In a general way 
the development of the organs follows 
the normal course, but some — the 
borders of the mantle, for instance — 
are formed anew. The glochidium 
shell is not cast off but persists, though 
it undergoes a considerable change 
of shape. The posterior ciliated shield 
and the byssus disappear. During the early part of the parasitic 
life the mouth acquires an opening into the previously closed 
endodermic cavity or archenteron, but the anus is not formed till 




Fia. 229. 

Parasitic lan-a of Anodfynta on the 
eighth day of iMirasitic life ; ventral view. 
/, foot ; g, gill-tilaments ; pa, new mantle ; 
vt, otocyst. (After Schierholtz.) 
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the close of parasitic life, and its formation is not accompanied 
by a sensible ectodermic invagination. When the young Unio quits 
its host its evolution is not complete. The gills continue to grow 
slowly, their external plates not being developed until the third 
year, and sexual maturity is not attained until the fifth year, but 
growth continues for some time after. 

IV. Bionomics and Distribution. 

All the Lamellibranchia are aquatic. The great majority are 
marine, but some few families have penetrated into fresh waters. 
All the members of the class feed upon microscopic organisms, 
chiefly Diatomaceae and other low forms of plant life. Only the 
Septibranchia and some other abyssal forms are truly carnivorous. 

In general, the Lamellibranchs are burrowing forms, living 
half-buried in muddy or sandy bottoms, and in this case their 
plane of symmetry is vertical. But many forms are completely 
sedentary and are fixed by the byssus, or in a more definitive 
manner, by the shell itself, as is the case in Spondylus^ Ostraea^ 
Aetheria, Myocluima, etc. In these genera the plane of symmetry 
becomes horizontal, and the animal usually lies on the right side, 
e.g, Pinnay Hinnites, Spondyhis, Flicatula, Anamia, and the Eudistae ; 
more rarely on the left side as in Ostraea^ Bequienia, and Chama 
generally. Some Lamellibranchs live in holes which they excavate 
either in wood, as in the case of Teredo^ or in stone, as lAthodomuSy 
Saxicavaj Fholas, Clavagella, etc., or even in the shells of other 
Molluscs. Lithodormis is only found in calcareous rocks, and bores 
its hole by the aid of the acid secretion of glands situated in the 
antero-dorsal and postero-dorsal regions of the mantle. 

Some Lamellibranchs, such as Lima, are nidamentous, and 
construct a nest by means of the byssus. Lima hians builds its 
nest in the space of three weeks, and may afterwards return and 
reconstruct another from it. Modiolaria marmorata and Entodesma 
cuneatum pass their existence deeply buried in the tests of 
Ascidians, and Vulsella lives in a similar manner in sponges ; but 
the few commensalistic or parasitic forms generally live on or in 
Echinoderms : thus Montaaiia lives on Spatangids, Sdoberetia in 
the incubatory pouch of an Asterid, Entovalva in the oesophagus of 
a Sijnapta, On the other hand, Ephippodonta is commensal with a 
prawn, and certain species of Lepton with Gehia, 

Only a few species are very active : Tellina, Yoldia, etc., execute 
leaping movements by forcibly contracting the foot ; Lasaea, Cyclas^ 
etc., crawl on immersed bodies or on the surface of the water ; 
other forms, notably the Pectinidae and Limidae, swim by rapidly 
opening and closing the valves of the shell; and some elongated 
forms in which the mantle edges are fused for a considerable 
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extent swim by forcibly expelling water from the posterior aperture 
of the mantle (SoUa^ Solenomya). 

In point of size the Lamellibranchs vary from a length of a few 
millimetres to more than seventy centimetres {Pinna and Tridacna, 
some specimens of the latter genus weighing as much as 310 lbs.). 
The fossil Hijppurites attained to the length of a metre. 

There are more than 5000 living species of Lamellibranchia, of 
which 1000 are Unionidae. They are distributed all over the 
world, and some marine forms extend to a depth of 2700 fathoms. 
Fossil forms appear in the Cambrian, and become very numerous 
in species from the Silurian onwards. Some large groups, such as 
the Palaeoconcha of the primary and the Kudistae of the secondary 
deposits, are quite extinct. 

V. Review of the Orders and Families of Lamellibranchia. 

The classification of this homogeneous group has long presented 
great difficulties, for the different organs or apparatus, such as shell, 
muscles, siphons, etc., that have successively been employed as 
bases of classification, have not given satisfactory results. 

Ray Lankester was the first to suggest (in 1884) that the 
structure of the gills might furnish characters of classificatory 
value, and the present writer has constructed on this basis a 
phylogenetic classification in which the class is divided into five 
group& This classification has put various families, such as the 
Anomiidae, Trigoniidae, Dreissensiidae, etc., into their proper 
places, and has been largely adopted. Objections to it have, 
however, been raised, notably by Dall, who has urged that the 
genera Euciroa (Anatinacea) and Callocardia (or Vesicomya, 
Cyprinidae) have protobranchiate gills, and that the system of 
classification according to branchial characters is consequently 
without foundation. But the recent investigations of Ridewood, 
undertaken at the instance of Ray Lankester, have shown that 
it was the objections of Dall that had no foundation : Euciroa and 
Callocardia have typical eulamellibranchiate gills. 

As the result of the advancement of our knowledge, the 
classification of the Lamellibranchia founded on the structure of 
the gills has been ameliorated by the suppression of the order 
" Pseudolamellibranchia," and the two diphyletic sub-orders which 
it included, the Pectinacea and the Ostraeacea, may be respectively 
located in the Filibranchia and the Eulamellibranchia, thus making 
these two old-established orders correspond to the new orders 
proposed by Ridewood under the names Eleutherorhabda and 
Synaptorhabda. 

On the other hand, the shell (and particularly its hinge) is the 
only other organ that has been retained as a basis of the general 
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classification of the Lamellibranchia, especially by palaeontologists^ 
and the subdivisions adopted in this system correspond more or 
less with those based on the structure of the respiratory organs. 
Thus the following are very nearly synonymous terms : — 

Prionodesmacea = Protobranchia + Filibranchia. 
Teleodesmacea = Eulamellibranchia - Anatinacea. 
Anomalodesmacea = Septibranchia + Anatinacea. 

As regards the value of the last order, Septibranchia, in it the 
characteristic organs that have given the name to the whole class 
Lamellibranchia are so profoundly modified, that they differ much 
more from all the other different kinds of gills than the latter differ 
from one another, and therefore, even if the Septibranchia should 
not be placed in contrast to all other Lamellibranchia, they at 
least constitute a group equivalent to the three other groups, 
Protobranchia, Filibranchia, and Eulamellibranchia. 

Thus the Lamellibranchs are divisible into these four orders. 
It will be remarked that the numerous studies on the organisation 
of Lamellibranchia made since 1891, have shown that there has 
been a progressive evolution in each of these four orders, and that 
consequently such important organs as the heart, kidneys, and 
otocysts may exhibit marked differences in relatively nearly related 
types, and that no strictly pure primitive types have been retained. 

From the point of view of phylogeny the most archaic 
Lamellibranchia are those in which the foot has a " plantar " ventral 
surface like that of Gastropoda and Fiilsellum among the Scaphopoda. 
These archaic forms constitute the Protobranchia {Solenomya, Pig, 
230, Yoldia, Fig. 231, etc.), in which the gonads still retain openings 
into the initial or pericardial portion of the kidneys, and the 
branchial filaments are free and not reflected. From these Proto- 
branchia are derived the Filibranchia^ whose branchial filaments 
are reflected, but are still devoid of vascular junctions : these in 
turn have given rise to the Eulamellibranchia, which are more 
specialised in respect of the complication of the ctenidia. Finally, 
eulamellibranchiate forms analogous to the Anatinacea represent 
the source from which the Septibranchia have been derived. 

Order 1. Protobranchia. 

These are Lamellibranchia whose distinctive character is the 
possession of gills with flat and non-reflected filaments disposed in 
two rows on opposite sides of the branchial axis (Fig. 206, A, B). 
The mantle is provided with a hypobranchial gland lying on the 
outer side of each gill. The foot has a plantar ventral surface (Fig. 
230, /) and the byssogenous apparatus is but slightly developed. 
The nervous system generally presents a distinct pair of pleural 
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ganglia, and the otocysts are generally open. The gut may be pro- 
vided with a relic of the pharyngeal cavity, which in some cases is 
furnished with two lateral glandular sacs. The auricles of the 
heart are muscular ; the kidneys are rather simple in structure and 
glandular throughout their extent. The sexes are separate : the 
gonads have retained their primitive communications with the initial 
or internal extremities of the kidneys, but as the two branches of 
each kidney have acquired a secondary communication at their 
anterior ends, the genital products pass direct to the external 
orifice of the kidney by this passage (Fig. 213), 
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Fio. 230. 

Adult itpecinien of Yoldxa liituitiila^ represented as seen from the right side, and showing the 
internal organs, a.a, anterior adductor muscle ; a.f.m, anterior foot muscle ; h.g, byssal gland ; 
eg. cerebral ganglion ; e.s, exhalant siphon ; /, foot ; g, gill ; h, heart ; tn<, intestine ; i.«, in- 
halant siphon ; l.p, labial palp ; ot, otocyst ; p.a, posterior adductor muscle ; pap, palp 
appendage ; p.e, posterior expansion of the margin of the mantle ; pj.m, posterior foot muscle ; 
p.g, pedal ganglion ; s.t, siphonal tentacle ; sto, stomach ; v.g, visceral ganglion. (After Drew.) 

Family 1. Solbnomyidae, Gray. In the gills one row of branchial 
filaments is directed dorsally and the other ventrally (Fig. 231, g). The 
mantle has a long postero-ventral suture, and a single posterior orifice. 
The labial palps of each side are fused together. The shell is elongate ; 
the hinge has no teeth ; the periostraciun is thick. Genus — Solenomya^ 
Lamarck. Family 2. Nuculidae, Gray. The labial palps free, very 
broad and provided with a posterior appendage ; all the branchial 
filaments are oriented transversely ; the shell has an angiilar dorsal 
border and the hinge is pliodont ; the mantle is open throughout its 
extent Genera — Nucula, Lamarck ; the heart situated on the dorsal 
side of the rectum. Aeilay Adams (Cretaceous, Tertiary, and Recent). 
PronuctUa, Hedley. Family 3. Ledidae, Adams. The same characters 
as the Nuculidae, but the mantle has two posterior sutures and two 
united siphons ; the heart traversed by the rectum. Genera — Leda, 
Schumacher; the mantle borders produced posteriorly into two lobes 
which simulate a third siphon. Yoldxa^ Mbller ; siphons elongate ; 
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ligament internal (Figs. 200, 230). Malletia^ Dee Moulins ; the ligament 
external. Nuculina, d'Orbigny. Family 4. Ctenodontidas, Wohr- 
mann. An extinct family from the Silurian ; the shell is nuculiform 
and the hinge presents an uninterrupted arcuate row of teeth. Qenera — 
Cienodonta, Salter. Guculdla, Fischer. Cardiolarui, Meunier-Chalma& 

The fossil group Palaeoconcha, Neumayr, is connected with the 
Protobranchia through the Solenomyidae. It contains the following 
families, all of which are extinct : — Family 1. Prabgardiidae, Neumayr 
Shell equi valve, with the hinge dentition of Area. Genus — Praecardiumj 
Barrande ; from the Silurian and Devonian. Family 2. Antiflburidae, 
Neumayr. Shell inequivalve ; the hinge with an obscure resemblance to 
that of Area, Genus — Antipleura, Barrande ; from the Silurian. 
Family 3. Cardiolidae, Neumayr. Shell equivalve and ventricose ; the 
hinge without teeth. Genus — Cardiola, Broderip ; from the Silurian and 
Devonian. Family 4. Grammysiidae, Fischer. Shell thin, equivalve, 



n^^ ^^^ cuL' 




CLOX 



Fia. 231. 

Soknomya togata^ Poli, left-side view (the left iiallial lobe and gill cut away), a, anus ; ad% 
ad"f anterior and posterior adductor ; a«, aorta ; a.or, anal oritioe of the luantle ; att, hearU 
auricle ; eg, cerebral ganglion ; /, foot ; /.«, foot elevator ; /.d, foot protractor ; /V^, /r", anterior 
and posterior foot retractor ; g, right gill ; hy.g, hypobranchial gland ; k, kidney ; n^ mou^ ; 
pa, mantle ; pe, pericardium ; p.g, pedal ganglion ; p.l, palp appendage ; pl.g, pleural gaogUon ; 
r.o, renal opening ; st, stomach ; v, heart-ventricle ; in,c, visceral commissure ; vLg, visceral 
ganglion. 

oval, or elongate, the cardinal border thickened but without teeth. 
Genera — Grammyda^ Verneuil ; from the Silurian and Devonian. 
Protomyay Hall, from the Devonian. Cardiomorpha^ de Koninck ; from 
the Silurian to the Carboniferous. Family 6. Vlastidae, Neumayr. 
Shell thin, very inequivalve, the hinge without teeth. Genus — VUuta^ 
Barrande ; from the Silurian. Family 6. Solsnopsidae, Neumayr. Shell 
equivalve, thin, greatly elongated, the umbones very far forward. 
Genus — Solenopsisy MacCoy, from the Devonian to the Trias. 



Order 2. Filibranchia. 

These are Lamellibranchs whose main character is the possession 
of gills formed of parallel, ventrally directed, and reflected filaments. 
The successive filaments are joined together by cilia disposed in 
"ciliated discs" (Figs. 210, A; 232, ifj). The foot is generally 
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provided with a highly developed byssogenous apparatus. The 
order comprises five sub-orders — the Anomiacea, Arcacea, My tilacea, 
Pectinacea, Dimyacea. 



Sub-Order 1. Anomiacea. 

Very asymmetrical animals with a single large posterior adductor 
muscle. The heart is not contained in the pericardium, lies dorsad of the 




Fio. 232. 

A portion of the gill of MytUm, showing the filaments ; the median part is cut oat. a.b.v^ 
afferent branchial vessel ; e.b.u, efferent branchial vessel : i.f.j, interfllamentar ciliated Junction ; 
i.Lj, interlamellar connective tissue junction. (After Bonnet.) 

rectum, projects into the pallial cavity, and gives off a single and anterior 
aorta. The reflected borders of the inner gill-plates of either side are 
fused together in the middle line. The gonads open into the kidneys, 
and the right gonad extends into the mantle. The shell is thin and the 
anunal fixed. 

Family Akomiidab, Adams. Foot small The inferior (right) valve 
of the adult is perforated to admit of the passage of the byssus. Qenera 
— Anomia, Linnaeus ; byssus large and calcified ; British. Placuna^ 
Bruguiere ; byssus atrophied in the adult Hypotrema, d'Orbigny. 
Carolta, Cantraine. Ephippium, Bolten. Placunanomia, Broderip. 

17 
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Sub-Order 2. Arcacea. 

Symmetrical animals, with the mantle open throughout its extent, 
and with generally well -developed anterior and poeterior adductor 
muBclea The heart lies in the pericardium and gives off two aortae. 
The gills are free and without interlamellar junctions. The renal and 
genital orifices are separate. 

Familt 1. Arcidae, Gray. The borders of the mantle bear com- 
pound pallial eyes. The labial palps are direct continuations of the lips 
(Fig. 199). The hinge is "pliodont," that is to say, it has numerous 
teeth on either side of the umbones, and the teeth are perpendicular to 
the edge. Qenera — Arca^ Linnaeus ; foot byssiferous ; heart above the 
rectum ; hinge straight (Figs. 188, 199) ; British. Fttiu'njcuXu^ Lamarck ; 
foot without byssus, but with a plantar surface ; the heart traversed by 
the rectum ; the hinge curved ; British (Fig. 193, A). Scaphtdoy Benson ; 
from fresh water ; India. Argina, Gray. Baihyarca^ Kobelt BarhaJtia^ 
Gray. Seniliay Gray. Anadara, Gray. Adacnarca, Pelseneer. Family 2. 
Parallelodontidae, DalL The shell of Arca^ hnt with the posterior 
hinge teeth elongated and parallel to the cardinal border. Genera — 
CucidlaeOj Lamarck ; recent and fossil from the Jurassic. All the other 
genera are fossil, e.g, Paralltlodxm, Meek and Worthen ; from the Devonian 
to the Tertiary. GarhonaricLy Meek and Worthen ; from the Carboniferous^ 
etc. Family 3. Limopsidae, Dal I. Shell sub-orbicular, the hinge curved, 

the ligament simple with the trans- 
verse axis longer than the longitudinal ; 
foot elongate, pointed anteriorly and 
a a >//^SS!S^^r\^ posteriorly. Genera — Limopsi*^ Sassi ; 

shell covered with a hairy epidermis ; 
the anterior adductor frequently much 
reduced (Fig. 233). Trinacrta, Mayer ; 
from the Tertiary. Family 4. Philo- 
BRYiDAE, Bernard. The animal, like 
that of LimopsiSf without an anterior 
adductor muscle ; the shell thin, very 
inequilateral, the anterior part atro- 
phied, the umbones projecting and 
FiQ. 233. formed by the prodissoconch. Genera 

jAmopn4i longipUosa, Te\s. /interior Mpect — Philobrya, Carpenter (Figs. 196, 

of the right valve. a.o, anterior adductor 234). FaMILY 5. CyRTODONTIDAK, 
impression; I, ligamentar fossa; p.a, pos- __^../ . . - ., . , 

terior adductor Impnasion ; «, hinge-tooth. Wohrmann. An extmct family With 

an equi valve short, convex and 
inequilateral shell, the anterior side of which is short ; the hinge teeth 
oblique or horizontal. (Jenera — Gyrtodontay Billings ; Silurian and 
Devonian. Gypricardites, Conrad ; Silurian. Vajiuxemioy Billings ; 
Silurian. Family 6. Trigoniidae, Fleming. Foot elongated, pointed 
in front and behind, the ventral border sharp. The byssogenous 
apparatus atrophied and devoid of a byssus. The labial palps distinct 
from the lips. Shell thick. Hinge with striated teeth. Genera — 
Trigoniay Bruguifere ; shell sub-triangular, the umbones directed back- 
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warda This genus was very abundant in the Secondary epoch, particularly 
in Jurassic seas. There are six living species, all of which live in 
Australian sea& The animal of TVigania was first found by Quoy and 
Gaimard in 1827. Schizodus, 




Fio. 284. 



King ; from the Permian, Myo- 
phoria, Bronn ; from the Trias. 
Family 7. Lyrodeshidae, 
Ulrich. Shell inequilateral, the 
posterior side being the shorter. 
The hinge short, bearing teeth 
disposed in the shape of a fan. 
An extinct family, from the 
Silurian. Qenus — Lyrodesma, 
Conrad. 



Sub-Order 3. Mytilacea. 

Symmetrical Lamellibranchia 
in which the anterior adductor 

mnsrlp is alwavn Ipjm dpveloned PhOobrya nMtuvis, Pels., viewed ftom the left 

muscie 18 always less aeveiopea gwe ; the left jjalllal lobe removed, ad", posterior 

than the posterior (the *'aniso- adductor musele; an. anus; au, auricle of the 

myarian" condition) or is absent ^!:^/^^yL^'^S'^e^^^^ 

(Fig. 193, B, C, D, E). The mantle ; pai,labUl palp ; «.p, «.p', anterior and 

; ® . «. . n 1 posterior retivctor muscles of the foot ; $t, 

heart gives oft a single vessel stomach ; wn, ventricle of the heart 

only, the anterior aorta. The 

gills are smooth, the gill -filaments all alike and provided with inter- 
lamellar junctions. The gonads generally extend into the mantle and 
open at the sides of the kidneys. The foot is linguiform and byssiferoua 
Family 1. Mytilidae, d'Orbigny. Shell inequilateral, the anterior 
side being short ; the hinge without teeth ; the ligament external. The 
mantle has a posterior suture. Cephalic eyes present. Genera — Mytilus, 
Linnaeus ; the shell with terminal umbones ; British. ModioUiy Lamarck ; 
the umbones behind the anterior extremity ; British. LithodormUy Cuvier ; 
the shell sub-cylindrical, adapted to boring. Modiolaria, Loven ; posterior 
pallial orifice provided with an elongated siphon ; anterior adductor 
fairly high ; British. Crenella, Brown. Staveliay Gray. Dacrydiumj 
Torell. Myrina, Adams. Idas, Jeffreys. Septifery Recluz. Family 2. 
MoDiOLOPSiDAE, Fischcr. Shell elongate, thin, inequilateral, enlarged 
posteriorly ; the ligament external ; the adductor muscles subequaL An 
extinct family from the Silurian to the Cretaceoua Genera — Modiolopns, 
Hall ; from the Silurian. Modiomorphay Hall ; from the Devonian. 
Myoconchay Sowerby ; from the Carboniferous to the Cretaceous. Family 
3. Pernidae, Fleming. Mantle open throughout No anterior adductor 
muscle. Shell very inequilateral ; the ligament multiple and lodged in a 
series of vertical fossae. Genera — Pemay Bruguiere, Shell sub-quad- 
rangular, the right valve notched for the passage of the byssus ; gills free 
posteriorly. Crenatula, Lamarck ; shell thin, flattened, irregular, without 
a byssal notch ; inhabits sponges. Bakewelliay King ; fossil from the 
Permian- Gervilleiay Defrance ; fossil from the Trias to the Eocene. 
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Odontopema^ Freeh ; fossil from the Trias, 
from the Jurassic to the Cretaceous. 



Inoceramuff Sowerby ; fossil 



Sub-Order 4. Pectinacea. 

Lamellibranchia with an open mantle and devoid of an anterior 
adductor muscle. The gills are folded, and the filaments at the summits 
and bottoms of the folds are different from the others. The gonads are 
contained in the visceral mass and generally open into the kidnejSL 
Foot usually rudimentary. 




Fig. 235. 

Pecten jacobatus, ventral aspect a, anus ; e, pollial eyes ; /, foot ; g, gill : h.a, posterior 
adductor ; i, intestine ; /, lips ; l.p, labial palps ; m, nioutU ; ov, ovary ; po, mantle (reflected 
edge) ; p.c, pallial cavity ; «A, shell ; t, testis. (After Poli.) 

Family 1. Vulsellidae, Adams. Mantle open ; foot without byssus ; 
the shell high and the hinge without teeth. Qenus — Vulsella^ Lamarck. 
Family 2. Aviculidae, Swainson. Foot provided with a very stout 
byssus (Fig. 236). The gills fused to the mantle ; shell very inequilateral ; 
the cardinal border straight, provided with two auriculae, of which the 
posterior is the longer. Genera — AvicuUif Bruguifere ; tJie auriculae of 
the shell very prominent; heart attached to the ventral face of the 
rectum ; British ; fossil from the Devonian to the present day. 
Meteagrina, Lamarck ; shell sub-quadrangular, the auriculae not very 
prominent A species of this genus, Meleagrina margarUifera, from 
the Indian Ocean, Persian Qulf, etc, forms precious pearls. MalleiUj 
Lamarck ; shell irregular, high and narrow, with broad subequal 
auriculae. The following genera are exclusively fossil : — Limopteria^ 
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Hall ; Devonian and Carboniferous. PsetLdomonotis, Beyrick ; Devonian 
and Cretaceous. Camanella, Beyrich ; Trias. Monotis^ Bronn ; Trias. 
JJaondla, Mojsisovics ; Trias. Postdonomya, Bronn ; Silurian to Jurassic 
Family 3. Prasinidae, Stoliczka. Shell inequilateral with anterior 
umbones, and a prominent anterior auricula ; the dorsal border arched ; 
the hinge with a single fossa and a single tubercule on each valve. 
Genus — Prasiruiy Deshayes. Family 4. Pterineidae, Goldfuss. Shell 
thick, very inequilateral ; the cardinal border straight, with two auriculae 
and a notch for the byssus under the right anterior auricula ; an extinct 
fanuly from the Palaeozoic. Genera — P^mnai, Goldfuss ; Silurian to 
Carboniferous. Bhomhopteria^ Jackson ; Silurian. AcUnodesmay Sand- 



ViaS: 




Fio 236. 

Avicula tarentina, Lamarck, from below, a, anus ; ad, adductor muscle ; b.gr, byBsal groove 
of tlie foot ; Iry, bysfius ; e, eye ; /, foot : g, gill ; l.p, labial palp ; m, mouth ; jw, mantle ; sh, 
shell ; vi.c, visceral commissure ; vi.g, visceral ganglion. (After Poll.) 

berger ; Devonian. ' Family 5. Lunulicardiidae, Fischer. Shell thin, 
triangular, very inequilateral, the anterior end truncated ; the umbones 
terminal ; the cardinal border straight ; without hinge teeth. An 
extinct family from the Silurian and Devonian. Genera — Lunuli- 
cardiuniy Miinster ; Silurian and Devonian. Patrocarduim, Fischer ; 
Silurian. Babinkuj Barrande; Silurian. Family 6. Conocardiidae, 
Neumayr. Shell thick, subtriangular, the anterior side truncated and 
gaping ; cardinal border straight and prolonged into two auriculae of 
which the anterior is very long and narrow ; hinge with a lateral tooth 
and a reduced cardinal tooth. Dimyarian. An extinct family from the 
Palaeozoic. Genus — Coiiocardiumj Bronn ; Silurian to Carboniferous. 
Family 7. Ambonychiidae, Miller. Shell inequilateral, without an 
anterior auricula, the umbones anterior and terminal ; hinge with two 
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cardinal teeth and two poeterior oblique lateral teetli. Dimyarian^ the 
anterior adductor being very small An extinct family from the Silurian 
and Devonian. Genera — ilm^onydita, Hall; Silurian. JBysMmyc^ia, 
Ulrich ; Silurian. Gosseletiay Barrois ; Devonian. CUontfchia, Ulrich ; 
Silurian. Family 8. Mtalinidae, Freeh. Shell very inequilateral, the 
posterior part greatly enlarged ; the umbones anterior or terminal ; the 
hinge straight, without teeth ; adductors subequaL An extinct family 
from the Silurian to the Cretaceous. Genera — Myalina^ de Koninck ; 
Silurian and Devonian. Hoplomytiliu, Sandberger ; Devonian. Ptycha- 
desmay Hall ; Devonian. Anthraeopteray Salter ; Carboniferous. Per- 
gamideay Bittner ; Trias. Mysidea, Bittner ; Trias. AuceUcLy Kyser ; 
Jurassic and Cretaceous. Family 9. AMUSsnDAE, Ridewood. Gills with- 
out interlamellar junctions. Shell orbicular, smooth externally, with 
radiating costae internally. Genus — AmvMiumy Klein. Family 10. 
Spondylidae, Fleming. Shell very inequivalve, fixed by the right valve, 
which is larger than the left The ligament elongated in a transverse 
direction. No byssus. Genera — Spondylus, Linnaeus ; shell with spiny 
ribs, and adherent by the spines. PliccUulay Lamarck ; shell folded, 
adherent by the umbo of the right valve. Family 11. Pectimidae, 
Lamarck. Shell ornamented with radiating ribs ; the dorsal border 
provided with two auriculae. Foot byssiferous. Mantle borders pro- 
vided with eyes (Fig. 235). Genera — Pecten, Lamarck ; shell orbicular, 
with equal auriculae ; without a byssal sinus ; British. ChlamySy Bolten ; 
shell higher than it is long ; the anterior auricula the larger, and pro- 
vided with a byssal sinus ; British. Pedurtty Brugui^re. HirmiUi^ 
Defrance. Psetulamussiumy Adams. Camptonectes, Agassiz. HycUopeUen, 
Verrill ; abyssal 

Sub-Order 5. Dimyacea. 

Dimyarian LameUibranchia with an orbicular and almost equilateral 
shell ; adherent ; the hinge without teeth and the ligament internal. 
Gills with free non-reflected filaments. 

Family Dimyidae, Dall ; with the characters of the sub-order. 
Genus — Dimyay Ronault ; recent, in abyssal depths, and fossil since the 
Jurassic. 

Order 3. Ealamellibrancliia. 

LameUibranchia in which the edges of the mantle are generally 
united by one or two sutures (Figs. 221, 241, etc.). Two adductor 
muscles are usuaUy present (Figs. 238, 241, 242, etc.). In the gills 
the branchial filaments are united at regular intervals by vascular 
junctions which transform the linear interfilamentar spaces into a 
series of fenestrae (Fig. 237). Similarly the lamellae of each gill- 
plate have vascular junctions which form afferent vessels in the 
interior of the plates. The gonads always have their own proper 
external orifices. The order comprises the following nine sub-orders : 
— Ostraeacea, Submytilacea, Tellinacea, Yeneracea, Cardiacea, 
Chamacea, Myacea, Adesmacea, Anatinacea. 
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Sub-Order 1. Ostraeacea. 

Monomyarian EulamellibraDchia, or with a very small anterior 
adductor muscle. The mantle is open ; the foot rather small ; the 
branchiae folded ; the shell inequivalve. 

Family 1. Limidae, D'Orbigny. Foot digitiform, with a bysso- 
genous apparatus. Borders of the mantle provided with long and 
numerous tentacles. Gills not united with the mantle. Shell pro- 
vided ^vith auriculae. Genera — Lirmi, Bruguifere ; the individuals of 
this genus form a sort of nest by means of the byssus, or swim by 




Fio. 237. 

A portion of tho gill or Vtnyu. t.h.v, efferent branchial vessel ; qJ^ gill filaments ; p.r, 
afferent branchial vessels. (After Bonnet.) 

clapping the valves of the shell together. Limuea, Broun. Family 2. 
OsTREiDAE, Gray. Foot much reduced and devoid of a byssus. Heart 
generally on the ventral side of the rectum. The gills fused to the 
mantle. Shell irregular, fixed by the left and larger valve. (Genera — 
Ostraea^ Linnaeus ; foot absent in the adult ; eatable and cultivated for 
commerce ; some species, such as the British 0. edulis, are hermaphrodite. 
Family 3. Eligmidae, Gill. Shell thick, inequilateral, the anterior side 
being the shorter. Monomyarian, with the muscular impression on a 
prominent myophorous apophysis. Genus — EltgmtUy Deslongchamps ; 
an extinct genus from the Jurassic Family 4. Pinnidae, Meek. 
Shell elongated. Dimyarian, with a very small anterior adductor 
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muscle. Shell truncated and gaping posteriorly. Foot byssiferous. 
Qenera — Pt'nna, Linnaeus ; heart traversed by the intestine ; anua pro- 
jecting and appendiculated. Cyrtopinncb^ Morch. Avtculopinna, Meek ; 
fossil from the Carboniferous and Permian. PinnigettOy de Saussure ; 
fossil from the Jurassic and Cretaceous. Atrina^ Qray ; from the Car- 
boniferous to the present day. 

SuB-ObDER 2. SUBMYTILACEA. 

Eulamellibranchia in which the mantle is only slightly closed ; 
generally there is only a single suture. Siphons absent or very short. 
Gills smooth. Nearly always dimyarian. Shell equivalve, with an 
external ligament 

Fauilt 1. Dreissenbiidae, Qray. Two pallial sutures and two 
short siphons ; pedal orifice short Foot cylindrical with a stout byssus. 
Shell elongated ; the hinge without teeth ; the summits of the yalves 
with an internal septum. Genus — Dreissensia, van Beneden ; an in- 
habitant of fresh water, but originated from the Caspian Sea ; acclimatised 
in England about 1824. Family 2. Modiolarcidae, Gray. Mantle 
with two sutures. The foot byssiferous, with a plantar suiface and a 
glandular cavity in front of the byssogenous cavity. The two branchial 
plates serve as incubatory pouches. Genus — ModiolarcOf Gray ; sub- 
antarctic (Fig. 241). Family 3. Astartidas, d'Orbigny. A single 
pallial suture. Foot elongate, without a byssus. Shell concentrically 
striated ; the ligament external. Genera — Astarte. Sowerby ; British. 
Woodia, Deshayes, Opis, Defrance ; fossil fi-om the Secondary. Pro- 
socoelus, Keferstein ; fossil from the Devonian. Family 4. Crass atellidae, 
Gray. Mantle with a single suture ; foot short Shell thick with 
concentric striae ; the ligament external. Genera — Crassatella, Lamarck. 
Cuna^ Hedley. Family 5. Carditidae, F<^rus8ac. Mantle with a single 
pallial suture ; foot cariiiated, often byssiferous ; palps short. Shell 
thick with radiating costae ; the ligament external. Genera — Cardita^ 
Bruguiere. Thecalia, Adams. MUfiei-ia, Dall ; incubatory, California. 
Venericardia, Lamarck. Family 6. Condylocardiidae, Bernard. Dis- 
tinguished from the family Carditidae by the presence of an external 
ligament. Genera — CondylocardiOy Bernard. CarditelUx^ Smith. Cardi- 
topsis, Smith. Family 7. Cyprinidae, d'Orbigny. Mantle open in 
front, and with two pallial sutures. The branchial and anal orifices 
papillose, the latter projecting. External gill -plates smaller than the 
internal. Genera — Cypi-ina^ Lamarck ; British. Gypncardia, Lamarck. 
Coralliophagay de Blainville, Pleurophorus, King ; fossil from the 
Devonian to the Trias. AnUocardia, Munier-Chalmas ; fossil from 
the Jurassic to the Tertiary. Veiiiella^ Stoliczka ; fossil from the Cre- 
taceous to the Tertiary. Family 8. Isocardiidae, Gray. Mantle 
largely closed, the pedal orifice generally small ; the anal and branchial 
orifices sessile ; gill-plates of equal size ; foot short. Shell globular with 
prominent and coiled umbones. Genus — Tsocardia, Lamarck ; British. 
Family 9. Callocardiidae, Dall. The anal and branchial orifices of 
the mantle provided with siphons. The external gill-plate smaller than 
the internal. Shell ventricose, but elongated ; the umbones not promi- 



Digitized by LjOOQIC 



THE LAMELLIBRANCHIA 265 

nent Genus — Callocardia, Adams ; abyssal. Family 10. Lucinidae, 
d'Orbigny. The anal orifice of the mantle sometimes produced into a 
siphon. Anterior adductor muscle within the pallial line» Labial palps 
very small. Gills without an external plate. Shell rather thin. Genera 
— L^icina, Bruguiere ; mantle with two sutures ; visceral mass smooth ; 
foot vermiform ; British. Montacuta, Turton ; shell with a single suture, 
foot short, byssiferous ; visceral mass with arborescent projections ; 
British. Cryptodon^ Turton ; mantle with a single aperture ; foot short ; 
visceral mass smooth. Family 1 1 . Corbidae, Dall. Shell thick with 
denticulated borders. The anal orifice provided with a valve, but not 
with a siphon. Foot elongated 
and pointed. Genera — Corhis, 
Cuvier. Gonodon, Schafhautl ; 
fossil from the Trias and Juras- 
sic. Mutiella, Stoliczka ; fossil 
from the superior Cretaceous. 
Family 12. Ungulinidae, 
Adams. Mantle without siphons ; 
the pedal orifice long. Foot 
greatly elongated, vermiform, 
ending in a glandular enlarge- 
ment (Fig. 238, III). Anterior 
adductor muscle in contact with 
the pallial line. Gills with two 
plates ; labial palps small. Marine. 
Genera — Ungulina, Daudiu ; pio. 23S. 

mantle with a single suture ; vis- ^ri^wylerKasu.., Montagu, viewed ft-om the left 
ceral mass smooth. Diplodonta, side. I, anterior adductor muscle; II, glandular 
T> .1 '^i X .. portion of the mantle; III, foot; IV, gonad pro- 

BroUU ; mantle with two sutures ; jectlng into the pallial cavity ; V, internal plate 

British. ^xiViJW, Sowerbv ; mantle of the gill; vn.i^sterior adductor nmscie;^^! 11. 

' . " i rectum ; IX, posterior retractor of the foot ; X, 

with a single suture ; visceral mass anterior retractor of the foot. 

with arborescent excrescences (Fig. 

238); British. Family 13. Cyrenellidae, Fischer. Mantle provided 
with two elongated, united, non-retractile siphons. Two gill-plates to 
each gill ; labial palps elongated. Inhabitants of fresh water. Genera — 
Cyrenellay Deshayes. Joanisiella, Dall. Family 14. Tancrbdiidae, 
Fischer. Shell elongate, sub-triangular ; the ligament external. Hinge 
with two cardinal teeth on the right and one or two on the left valve. 
Posterior lateral teeth stout. An extinct family ranging from the Trias 
to the Cretaceous. Genera — Tancredia, Lycett ; Trias to Cretaceous. 
Meekia, Gabb ; Cretaceous. Family 15. Unicardiidae, Fischer. Shell 
sub-orbicular, more or less ventricose, nearly equilateral, with concentric 
striae ; pallial line simple ; hinge with a single cardinal tooth on each 
valve. An extinct family ranging from the Carboniferous to the Cre- 
taceous. Genera — Unicardium, d'Orbigny ; Trias to Cretaceous. Scaldiaj 
de Ryckholt ; Carboniferous. Pseudedmondia, Fischer ; Carboniferous. 
Family 16. Leptonidae, Gray. Shell thin, not covered by the mantle 
and not gaping. Mantle without siphons ; gills with two gill-plates ; foot 
long and byssiferous. Marine, hermaphrodite and incubatory animals. 
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Qenera — Kellyay Turton ; mantle with two Buturea and three orifices, the 
pedal orifice being the middle and not the anterior of the three (Fig. 187) ; 
foot linguiform ; the external gill-plate with a reflected lamella ; BritiBh. 
Lepton^ Turton; mantle with a single suture ; the mantle edges provided 
with tentacles ; foot with a plantar ventral surface ; commensal ; British. 
Lasaea, Leach ; a single pallial suture ; the foot linguiform and elongated ; 
. the external gill -plate not reflected (Fig. 206, Q) ; British. Erycina, 
Lamarck ; fossil from the Tertiary. Pythina^ Hinds. Sccuxhia, Philippi. 
Sportelloy Deshayes. Cyaminmj PhilippL Family 17. Oalbommidas, 
Gray. Mantle more or less completely reflected over the sbelL Foot 
well developed, generally byssiferous. Shell thin, gaping ; the adductor 
muscles much reduced. Genera — Galeomma^ Turton ; shell incompletely 
covered by the mantle ; a single pallial suture ; a large azygos anterior 
pallial tentacle, and a short anal siphon present. A byssal groove in the 
foot ; British. Scintilla^ Deshayes. Hindsiella, Stoliczka. Ephippo- 
dontu, Tate ; shell internal ; a single pallial suture ; gills with two gill- 
plates; commeuBal with the shrimp 
Axius; Australian. The three foUo wing 
genera with an internal shell probably 
belong to this family : — Chlamydoconcha, 
Dall ; two gill-plates ; a pallial suture ; 
an anterior orifice leading into a caecum ; 
no adductor muscles ; sexes separate ; 
from California (Fig. 239). Scioheretia, 
Bernard ; gills with a single gill-plate ; 
a single pallial suture ; foot large, elon- 
gated, with a byssal groove ; hermaphro- 
dite and commensal with a Spatangid, 
Triphylvjf ; from Cape Horn. Entovalva, 
Voeltzkow (Fig. 240); mantle fairly 
open, with a single suture; foot large, 
with a posterior pore,; hermaphrodite 
and incubatory; endoparasitic in Synapta 
{ = Synapticola, Malard), Madagascar and 
Atlantic Family 18. Kellyellidae, 
Fischer. Mantle with a single pallial 
suture ; anal orifice with a very short 
siphon ; foot elongated ; gills with two 
unequal plates. Shell ovoid ; the liga- 
ment external ; the anterior lateral 
hinge tooth below the cardinal tooth. 
Genera — Kellyella, Sars. Turtonia, 
Forbes and Hanley ; British. AllopcufuSy Stoliczka ; fossil from the Eocene. 
Lutetia, Deshayes ; fossil from the Eocene. Family 19. Cyrenidas, 
Gray. Mantle with two siphons, which are more or less intimately united 
together and have papillose orifices. The sexes separate. Shell with 
external ligament; the pallial line usually with a sinus. Freshwater 
forms. Genera — Cyreruiy Lamarck. CorbictUa, Megerle. BatissOy Gray. 
Velorita, Gray. Galatea^ Bruguifere. Fischeria, Bernardi. Family 20. 




Fio. 230. 



ClUamydoeoiicha orcutti, Dall. At dor- 
sal aspect ; it, left-side view, a.o^ anal 
orifice ; c.o, caecal orittce ; /, foot : pte, 
mantle. (After Bernard.) 
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Cycladidab, Clark. Mantle with one siphon or with two free siphons, 
which have simple orifices. Hermaphrodite ; the embryos incubated in 
the external gill-plate. Shell with a simple pallial line. Freshwater. 
Genera — (7yc^, Bruguiere ( = Sphaeriuvi) ; two siphons ; British (Fig. 218). 
Pisidiwmy Pfeiffer ; a single anal siphon ; British. Fauilt 2 1. BANGnDAK. 
Mantle with two short siphons united at their bases, and with papillose 
orifices. Foot linguiform. Shell with prominent umbones and an 
internal ligament Genus — Rangia, Desmoulins ; from brackish water 
in Florida. Familt 22. Cardiniidae, Zittel. Shell elongated, inequi- 
lateral, the posterior side being the longer ; the ligament external ; the 
pallial line simple ; dimyarian. An extinct family, ranging from the 



i/rv 



L.C 



nri 




Fro. 240. 

Entovalva, left-side view, a, anus ; e.g. cerebral ganglion ; f.gl, foot-gland ; g,gl, gonad ; i.c, 
incubatory chamber ; in, intestine ; 2, liver ; m, mouth ; pa, mantle ; «ft, shell. (After 
Voeltzkow.) 

Devonian to the Cretaceous, Genera — Cardinioj Agassiz ; Trias and 
Jurassic, ^ni^roctwia, King ; Carboniferous and Permian. Anoplophara^ 
Sandberger ; Trias. Pachycardia, Hauer ; Trias. Fajmilt 23. Mega- 
LODONTIDAE, Zittel. Shell inequilateral, thick, dimyarian, with pro- 
minent umbones ; the posterior adductor impression borne on a myo- 
phorous apophysis. An extinct family, ranging from the Devonian to 
the Cretaceous. Genera — Megalodouy Sowerby ; from the Devonian to 
the Jurassic. Pachyrisma^ Morris and Lycett ; Trias and Jurassic 
Durga, Bohm ; Jurassic Dicerocardium, Stoppani ; Jurassic. Familt 24. 
Unionidae, Fleming. Mantle with a single pallial suture and no 
siphona Shell equilateral, with lateral hinge teeth or no hinge 
teeth. Inhabitants of fresh water. Development through a glochidium 
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Btage (Fig. 242). Genera — ?7wto, Retzius ; shell thick, the hinge toothed. 
This genus includes more than a thousand species, the majority from the 
northern hemisphere. AnodontOj Lamarck ; shell thin ; the hinge without 
teeth ; British. Fsevdodon^ Gould. QtuidriUa, Rafinesque. Arconaiaj Conrad. 
Monocondylaeaj d'Orbigny. Solenaia, Conrad. MycetopuSy d'Orbigny ; 
foot cylindrical, with a terminal swelling ; South America. Family 25. 
MuTELiDAB, Gray. This family diflfers from the Unionidae in having two 
pallial sutures and a distinct branchial orifice ; the shell is never fur- 
nished with lateral hinge teeth. Freshwater. Genera — Mutela, Scopoli. 
Fliodon, Conrad. Spathay Lea. Iridina, Lamarck. Hyria^ Lamarck. 
Castalia, Lamarck. Aplodoiiy Spix. PlagiodoUj Spix. Family 26. 
Aetheriidae, Adams. Shell irregular, generally fixed in the adult state. 
Mantle with a single suture ; foot absent ; anterior adductor muscle 




,P nv '^^^'- '^'^ 



Fig. 241. 

Modiolaria trapezina, Lamarck, viewed from the left side ; the left mantle lobe is removed. 
ad', ad", anterior and posterior adductor muscles ; br', br", intenial and external gill-plates ; 
gl.p, foot gland ; o.a, o.b, anal and branchial orifices of the mantle ; o.by, byssal orifice of the 
foot ; o.p, i>eilal oritice of the mantle ; p, foot ; jkiI, labial palp ; rep, posterior retractor muscle 
of the foot. 

sometimes reduced or absent ; from fresh water. Genera — Aetheriay 
Lamarck ; anterior adductor well developed ; African. MWeriaj F^russac ; 
no anterior adductor ; American. Bartlettiay Adams. 

Sub-Order 3. Tellinacea. 

Eulamellibranchia in which the mantle is not extensively closed, 
with two pallial sutures and two well-developed siphons ; the gills 
smooth. The foot is compressed and elongated. The labial palps very 
large. Dimyarian ; the pallial line has a deep sinus. 

Family L Tellinidae, Deshayes. The external branchial plate 
directed upwards (Fig. 206, H). The siphons separate and elongated. 
Foot with a byssogenous apparatus. Palps very large. Ligament of shell 
external. Genera — Tellina, Linnaeus ; slightly inequivalve ; foot large ; 
British (Fig. 1 90). Gastranay Schumacher ; equivalve ; the foot slightly 
developed ; British. Capsa, Bruguiere. Macoma^ Leach. Family 2. 
Scrobiculariidae, Adams. External gill -plate directed upwards. 
Siphons separate and excessively long. Foot without a byssus. The 
ligament partly internal, lodged in a concavity in the hinge. Genera — 
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Fio. 242. 

Diagrams of the external form and anatomv of Anoioida cypiaea (2\ ventral view, all the 
other figures seen from the left side. (1) animal removed fh)m its shell ; a probe g passed into 
the infra-branchial chamber through tlie excurrent siphonal notch. (2) view from the ventral 
surface of Anwlonta^ with its foot exiuinded and issuing fh)ra between the gaping valves. (S) 
the left maiitle-tlap reflected upwards so as to expose the sides of the body. (4) diagrammatic 
sagittal section of Anotlonia to show the courMe of the alimentary canal. (5) the two gill-plates 
of the left side reflected upwards, so as to expose the Assure between foot and gill where the 
probe g passes. (6) diagram to show the positions of the nerve ganglia, heart, and kidney, a, 
centro-dorsal area ; b, margin of the left mantle-flap ; c, margin of the right mantle-flap ; d, ex- 
current (anal) siphonal notch of the mantle-margin ; e, incurrent (branchial) siphonal notch ; /, 
foot ; g, probe passed into the superior division of the sub-pallial chamber through the anal 
siphonal notch, and issuing by the side of the foot into the infhi-branchial chamber ; h^ anterior 
adductor muscle ; i, anterior retractor muscle of the foot ; k. protractor muscle of the foot; l^ 
posterior adductor muscle ; m, posterior retractor muscle of the foot ; 71, anterior labial palp ; 
o, posterior labial palp ; p, base-line of origin of the reflected mantle-flap from the side of tne 
body ; 7, left external gill-plate ; r, left internal gill-plate ; rr, inner lamella of the right inner 
gill-plate ; r.g, right outer gili-plate ; 8, line of concrescence of the outer lamella of the left outer 
gill-plate with the left mantle-flap ; f, pallial tentacles ; u, the thickened muscular pallial margin 
which adheres to the shell and forms the pallial line of the left side ; v, that of the left side ; w, 
the mouth ; x, aperture of the left kidney, exposed by cutting the attachment of the inner 
lamella of the inner gill-plate ; y, aperture of the genital duct ; a, Assure between the free edge 
of the inner lamella of the inner gill-plate and the side of the foot, through which the probe g 
passes into the supra-branchial chamber ; aa, line of concrescence of the inner lamella of the 
right inner gill-plate with the inner lamella of the left inner gill-plate ; a5, oc, ad, three pit-liko 
glandular depressions in the median line of the foot ; ae, left shell-valve ; a/, space occupied by 
the liver ; ag, space occupied by the gonad ; ah, muscular substance of the foot ; ai, opening of 
bile-duct into the stomacn ; ak, stomach ; al, rectum traversing the ventricle of the heart ; am, 
pericardium ; an, glandular portion of the left kidney ; ap, ventricle of the heart ; aq, auricnlo- 
ventricular oriflce ; ar, non-glandular portion of the left Kidney ; as, anus ; cU, reno-pericardial 
orifice ; au, pore joining the two parts of the kidney ; av, internal pore of tiie kidney leading to 
the external pore x ; air, left cerebral ganglion ; ax, left pedal ganglion ; ay, left otocyat ; ax, 
left visceral ganglion ; bb, floor of the pericardium, separating that space fh>m the kidney. 
(After LankesterO 
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Scrohicularia, Schumacher ; estuarine ; British. Syndosmya^ Recluz ; 
British. Ciimingia^ Sowerby. Fauilt 3. Donacidae, Fleming. Ex- 
ternal gill -plate directed ventrally. Siphons separate, of moderate 
length, the anal siphon being the longer. Foot large and compressed. 
Shell inequilateral, the anterior side being the longer ; the ligament 
external Genera — Dmiax^ Linnaeus ; British. Iphigeneiay Schumacher. 
Family 4. Mbsodesmatidae, Deshayes. External branchial plate 
directed ventrally. Siphons separate and equal. Shell inequilateral, 
the anterior side being the longer ; ligament internal Qenera — Meso- 
desma, Deshayes. Ervilia, Turton ; British. Family 6. Cardiliidae, 
Dall. Shell very high and short, ventricose, dimyarian, the posterior 
adductor impression borne on a prominent myophorous apophysis. 
Ligament partly internal. Genus — Gardilia^ Deshayes ; from the Pacific 
Ocean. Family 6. Mactridae, Gray. External branchial plate directed 
ventrally. Siphons united, more or less invested by a chitinous sheath. 
Foot long, stout, l)ent at an angle and without a byssua Shell sub- 
triangular and nearly equilateral ; the ligament partly internal. Genera 
— Madra, Linnaeus ; British (Fig. 191). Afw/inia, Gray. HarveUa, Gray. 
Raetaj Gray. Eastonia, Gray. Heterocardia, Deshayes. Vanganella, Gray. 

Sub-Gbder 4. Vekeracea. 

Eulaniellibranchia with two pallial sutures ; the siphons generally 
somewhat elongated and partially or wholly united. Gills slightly 
folded. A bulb on the posterior aorta. Ligament external 

Family 1. Veneridae, Gray. Foot well developed. Adductor 
muscles subequal Pallial sinus shallow or absent Genera — Venus^ 
Linnaeus ; siphons rather short, their distal extremities free ; foot without 
byssus ; British. Dosinia^ Scopoli ; siphons long and fused U^ether 
throughout their length ; foot truncated without a byssus ; British 
Tapes, Megerle ; siphons rather long and incompletely fused ; foot 
byssiferous; British (Fig. 202). Cyclinay Deshayes. Lucinopsis, Forbes 
and Hanley ; British. Meretrix, Lamarck (Fig. 1 89). Circe, Schumacher ; 
British. Venerupisy Lamarck. Family 2. Petricolidab, d'Orbigny. 
Boring Lamellibranchs with a reduced foot. The shell more or less 
elongated, with a deep pallial sinus. Genera — PetricolOj Lamarck ; the 
British species P. pholadiformis, originally an inhabitant of the United 
States, has been acclimatised for some years in the North Sea : it has 
boring habits as and mimics Pholas catidida. Family 3. Glauoomtidae, 
Chenu. Siphons very long and united. Foot small Shell elongated, 
thin, with a deep pallial sinus. Inhabitants of fresh or brackish water. 
Genera — GlaiicomyOj Woodward ; from S.E. Asia. Tanysiphon, Benson ; 
from India. 

Sub-Order 5. Cardiacea. 

Eulaniellibranchia with two pallial sutures. Generally with short 
siphona The foot cylindrical, more or less elongated, furnished with a 
byssogenous apparatus. The gills much folded. Shell equivalve, with 
radiating costae and an external ligament. 
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Family 1. Cardiidae, Gray. The mantle slightly closed ; siphons 
very short and surrounded by a single circle of papillae which are often 
oculiferous (Fig. 243, o.Q. Foot very long, geniculated. Pallial line of 
the shell with(iut a sinus ; two adductor muscles. Genera — Cardium, 
Linnaeus ; adductor muscles subequal ; British (Fig. 243). Psetidokellya, 
Pelseneer (Fig. 221). Both Byssncardium, Munier-Chalmas, and Litho- 
cardium, Woodward, fossils from the Eocene, have a much reduced anterior 
adductor muscle. Family 2. Limnocardiidae, Stoliczka. Siphons very 
long, united throughout their extent. Shell gaping ; two adductor 
muscles. Inhabitants of brackish waters. Genera — Adacna, Eichwald ; 
from the Caspian Sea. Limnocardiumy Stoliczka ; from the Caspian Sea 
and fossil from the Tertiary. Ardeardium^ Fischer ; fossil from the 
Tertiary. Family 3. Tridacnidab, Broderip. Mantle closed to a con- 
siderable extent, the orifices distant from one another ; no siphons. The 
foot short, with a more or less well developed byssus. A single adductor 




Fio. 243. 

Cardium. etluU, left-side view, n.n, anal niphon ; hr.s, branchial siphon ; j, foot ; li, ligamen 
of the shell ; o.t, eye-spots on the tentacles ; sh, shell. (After Deshayes.) 

muscle. The gills narrow. The shell thick. Genera — Tridacna, 
Bruguiere ; byssus stout ; shell gaping anteriorly ; from the Indian 
and Pacific Oceans. HippopuSj Lamarck ; byssus reduced ; shell not 
gaping. 

Sub-Order 6. Chamacea. 

Asymmetrical, inequivalve, fixed Eulamellibranchia, with extensive 
pallial sutures and distant pallial orifices ; no siphons. Two adductor 
muscles present. The foot reduced and without a byssus. Shell thick, 
without a pallial sinus. 

Family 1. Chamidae, Gray. Shell with subequal valves and promi- 
nent umbones more or less spirally coiled ; ligament external. Genera 
— Charruiy Bruguiere ; the free valve only slightly ventricose ; shell 
lamellated or spiny. Diceras, Lamarck ; shell smooth, the umbones 
largely divergent and coiled ; the adductor muscles (at least the anterior) 
attached to myophorous apophyses ; fossil from the Jurassic (Fig. 244, A).. 
Requienxa^ Matheron ; the fixed valve spirally coiled ; the free valve 
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operculiform ; fossil from the Cretaceous (Fig. 244, B). Mcttherofiia, 
Munier-Chalmas ; fossil from the Cretaceous. Yauily 2. Caprinidae, 
d'Orbigny. Shell inequivalve ; the fixed valve spiral or conical ; the 
free valve not operculiform but coiled or spiral ; ligament internal ; sub- 
stance of the shell generally 
pierced with large parallel canals. 
An exclusively fossil family, 
from the Cretaceous. Genera 
— Gapriiia, d'Orbigny ; the free 
valve larger than the fixed and 
coiled (Fig. 244, C). Capnnula, 
d'Orbigny ; fixed valve elongated 
and conical, free valve small and 
coiled (Fig. 244, D). Caprotina, 
d'Orbigny. IchthyosarcoliteSj Des- 
marets. Plagioptych^iSj Matheron. 
Polyconites, Roulland. Family 3. 

MONOPLEURIDAB, MuniCT- 

Chalmas. Shell very inequi- 
valve ; the fixed valve conical or 
spiral, the free valve operculiform 
and slightly or not at all spiral ; 
ligament external. No canals in 
the substance of the shell. An 
exclusively fossil family, from 
the Cretaceous. Genera — Mono- 
pleura, Matheron (Fig. 244, E). 
Valletia^ Munier-Chalmaa. 
Baykity Munier-Chalmas, The 
two following families, desig- 
nated by the common name of 
Eudistae, are closely allied to the 
preceding : they also comprise 
some extinct marine forms from Secondary deposits. These animals, of 
littoral and often gregarious habit, were fixed by the conical and more or 
less elongated right valve ; the adductor muscles were not inserted perpen- 
dicularly to the surface of separation of the two valves ; the free left 
valve has a sub-central umbo, is not spiral, and is furnished with promi- 
nent myophorous apophyses to whose external faces the muscles were 
attached ; this valve was only movable in a vertical direction. Family 4. 
Radiolitidae, Gray. Shell conical or biconvex, without canals in the 
external layer. Genera — Badiolites, Lamarck ; valves ornamented with 
longitudinal costae ; a ligament present ; from the Cretaceous (Fig. 244, F). 
BiradioliteSy d'Orbigny ; no ligament ; Cretaceous. Family 5. Hip- 
PUBITIDAB, Gray. Fixed valve long, cylindro- conical, with three 
longitudinal furrows, corresponding internally to two pillars which serve 
to support the siphons. Anterior adductor muscle with two separate 
insertions on the fixed valve. Genera — Hippurites, Lamarck ; Cretaceous. 
Amavdia, Bayle ; Cretaceous. The family Diceratidae, the most ancient 




Pig. 244. 

Some genera of fossil Chamacea and Rudistae. 
A, Dwtras arietinum; B, RetiuieiUa ammonia; C, 
Caprina ndversa; D, Ckiprinuia Baylei ; A', Mono- 
pleura imfyriaita; F, SadioliUs angriodes. (Chiefly 
after d'Orbigny.) 
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of the Chamacea, and possibly derived from the Megalodontidae of the 
Palaeozoic and the Trias, has given rise to a branch that has survived to 
the present epoch (Chamidae) and to various others that became extinct 
at the close of the Secondary period. In all cases, the forms in which 
the umbo of the free valve is coiled have preceded the forms with an 
operculiform free valve — Requienia being derived from Diceras and 
Chama from Maiheroiiia ; in the same way among the Rudistae Badioliies 
appears to be derived from Caprina. The Hippuritidae, by the depth of 
the fixed valve, the reduction of the cavity, and the absence of the 
ligament, indicate the last stage of the evolutionary series. 

Sub-Order 7. Myacea. 

Eulamellibranchia in which the mantle is closed to a considerable 
extent; the siphons are well developed, the gills much folded and 
frequently prolonged into the branchial siphon. The foot is compressed 
and generally byssiferous. The shell gaping, with a pallial sinus. 

Family 1. Psammobiidae, Gray. Siphons very long and quite 
separate. Foot large, flattened from side to side and pointed. Shell 




FiQ. S45. 

Pmrnmohia fbriffij, fight side, abowing isJtpatidml ftwt (r) 
and g, bmncliUI, omd g', £liui1 lii^hciuti. (From Lauk^Bitari 
after fjannr.J 

oval, elongated, with a deep pallial sinus and an external ligament 
Genera — Psammobia^ Lamarck ; the posterior end of the shell sub- 
truncated ; British (Fig. 245). Sanguinolaria, Lamarck. Asaphis, 
Modeer. Elizia, Gray. Solenotellinay de Blainville. Family 2. 
Myidae, Gray. Mantle largely closed; siphons united for the greater 
part of their length and surrounded, near their extremities, by a circlet 
of tentacles. Foot reduced. Shell gaping, with an internal ligament ; 
the left valve provided with a spoon-shaped projection for the ligament. 
Genera — Mya^ Linnaeus ; siphons elongated, covered by a chitinous 
sheath, and incompletely retractile ; foot small ; palps elongated ; British. 
Sphenia, Turton ; British. Tugonia^ Gray. Platyoiion, Conrad. Crypto- 
mya^ Conrad. Family 3. Corbulidae, Fleming. Shell sub-trigonal, 
inequivalve, the left valve less convex than the right ; the pallial sinus 
shallow ; the ligament partly external. Siphons short, united, com- 
pletely retractile. Foot large, pointed, often byssiferous. Palps reduced. 
Genera — Corbula, Bruguifere ; siphons surrounded by a common circlet of 
tentacles ; shell short ; British. Corbulomya, Nyst ; shell elongated ; 
branchial siphon with a special tentacular crown. Paramya, Conrad. 
Erodona, Daudin, and Himella, Adams, are fluviatile forms from South 
America. Family 4. Lutrariidae, Adams. Mantle extensively 

18 
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closed ; Biphons long and united throughout their length ; a fourth 
opisthopodial pallial aperture. Foot rather large, compressed. Shell 
elongated, with a deep pallial sinus and a spoon-shaped projection for the 
ligament on each valve. Genera — LiUrariaj Lamarck ; British. Trout, 
Qraj. Standella, Gray. Family 5. Solenidae, Leach. Elongated, 
burrowing animals. The foot more or less cylindrical and powerful, 
without a byssus. Gills narrow. Shell long, truncated, and gaping at 
each end ; the ligament external. Genera — SolenocurtuSj de Blainville ; 
siphons large, partially united, incompletely retractile ; pallial sinus deep ; 
foot very large and linguiform (Fig. 194); British. Tagelus, Gray; 
posterior extremity short ; pallial sinus very deep ; estuarine. CeratUolen, 
Forbes and Hanley ; siphons long, separate ; gills rather short and not 
folded ; British. CultelhiSy Schumacher ; siphons rather short ; extremity 
of foot dilated ; British. Siliqua, Megerle ; siphons of medium length ; 
foot dilated ; shell compressed. Solen, Linnaeus ; siphons short ; foot 
elongated ; shell rectilinear, cylindrical ; the umbones anterior and 
terminal ; British. ErmSy Schumacher ; siphons very- 
short ; a fourth pallial orifice ; shell arcuate, the um- 
bones anterior and sub-terminal ; British. Family 6. 
Saxicavidae, Gray. Mantle extensively closed ; with 
a small pedal orifice (Fig. 246,/); siphons elongate, 
covered by a chitinous sheath and wholly or largely- 
united ; gills prolonged into the branchial siphon. 
Foot small. Shell gaping, with an external ligament. 
Genera — Saxicava, Fleuriau ; bores holes in rocks ; 
siphons free at their extremities ; foot byssifetous ; 
British (Fig. 246). GlycimerUy Lamarck ; siphons 
very long and completely united ; a burrowing form. 
Cyrtodaria, Daudin ; shell inequilateral ; the anterior 
side the longer ; siphons united, incompletely retractile. 
Family 7. Gastrochaenidae, Gray. Shell thin, 
without teeth, gaping widely at the anterior end. 

Foot small and 




Pio. 240. 
Saxicava arctica, ven- 



,'[jLn!X';.b»;,chul A°t«"°' adductor much reduced. 
siphon; by, by b sal without a by S8US. Gills narrow. Mantle extensively 
mantle ; gh, shell.' ^^ closed ; with long united siphons. Genera — Ooutrty- 
chaena, Spengler ; a boring form, with a cylindrical 
foot ; the shell regular and rarely enclosed in an adventitious tube ; 
British. Fistulanay Bruguiere ; a burrowing form with a very small 
compressed foot ; shell with a denticulate border, always enclosed in a 
regular, non-adherent, fragile, club-shaped adventitious tube. 



Sub-Order 8. Adesmacea. 

Eulamellibranchia with very long united siphons and a largely- 
closed mantle. The foot short, truncated, discoid, and without a 
byssus. The gills prolonged into the branchial siphon. The shell gaping 
and devoid of a ligament, but with a styloid apophysis in the umbonal 
cavities. 

Family 1. Pholadidae, Adams. Shell capable of containing all 
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the organs ; the heart traversed by the rectum ; two aortae. The shell 

with a pallial sinus ; the dorsal region protected by accessory calcareous 

pieces. Genera — Pholas, Linnaeus ; foot cylindrical ; siphons free near 

their extremities ; British. In Pholas there are four accessory plates ; in 

Zirphaea, Leach, two ; in Bameay Leach, one. Pholadidea, Qoodall ; 

foot rudimentary ; siphons completely united and their extremity 

surrounded by a fringed disc ; shells elongated, in the adult prolonged 

posteriorly by a short calcareous tube, which surrounds the siphons ; 

British. Jouannetia, des Moulins ; foot rudimentary ; 

siphons completely united ; shell globular, and the right 

valve prolonged posteriorly by a rostriform appendage. 

Xyhphaga, Turton ; siphons separate at their extremities ; 

foot narrow ; shell globular with two accessory dorsal 

plates ; British. Martesia, Leach ; siphons long, united ; 

foot absent in the adult ; shell ovoid with a ventral plate 

in addition to the dorsal plates. Family 2. Tere- 

DINIDAE, Fleming. Shell globular, covering a small 

portion only of the vermiform body. Heart on the 

ventral side of the rectum (Fig. 195, A) ; a single aorta; 

siphons long, united to a large extent and furnished with 

two posterior calcareous " pallets " (Fig. 247, II). Genera 

— Teredo, Linnaeus; a borer in wood; secretes an 

adventitious non - adherent tube ; British. Xylotrya, 

Leach ; the pallets articulated. 



Scb-Order 9. Anatinacea. 



1 



Fio. S47. 



Teredo 
LinnaeuB, 



navaZis, 
ventral 
aspect. I, shell; 
II, pallets; III, 
anal Hiphon ; IV, 
branchial siphon ; 

V, siphonal mass; 

VI, foot 



Hermaphrodite Eulamellibranchia, in which the 
ovaries and testes are distinct and have separate orifices 
(Fig. 219, 0, t). The foot generally rather small. The 
mantle frequently presents a fourth orifice. The ex- 
ternal gill-plate directed dorsally and devoid of a reflected 
lamella. Hinge of shell without teeth. 

Family 1. Thraciidae, Dall. Mantle with a fourth 
pallial orifice ; the pedal orifice elongated ; siphons 
rather long, quite separate, and completely retractile 
and invertible. Shell with a deep pallial sinus. 
Genera — Thracia, de Blainville ; shell with a large spoon-shaped tooth ; 
British. Asthmothaerus, Carpenter ; shell without spoon-shaped teeth. 
Family 2. Periplomidab, Dall. Siphons separate, naked, completely 
retractile, but not invertible. Pallial sinus shallow ; no ligament. 
Genera — Cocklodeama, Couthouy. Periploma, Schumacher. TyUriOy 
Adams. Family 3. Anatinidae, Gray. Siphons long, united, covered 
by a chitinous sheath, and not completely retractile. Foot slender. 
Pallial sinus well marked. Genera — AnaJtina, Lamarck. Shell thin and 
gaping, with spoon-shaped teeth. Plectomya^ de Loriol ; fossil from the 
Jurassic and Cretaceous. Family 4. Pholadomyidab, Gray. Mantle 
extensively closed, with a fourth orifice. Siphons very long, completely 
united, naked, and incompletely retractile. Foot small, wifib a posterior 
appendage. Shell thin, with an external ligament and a well-marked 
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pallial sinus. Genera — Pholadomya, Sowerby ; some species living and 
abyssal ; numerous fossil species from the Trias onwards, the maximum 
in the Jurassic. Family 5. Argomtidae, Fischer. Shell finely granular, 
equivalve, thin ; the hinge without teeth ; the ligament external ; pallial 
sinus. An exclusively fossil family, from the Secondary and Tertiary. 
Genera — Arcomya^ Agassiz ; from the Trias to the Eocene. Goniomyct, 
Agassiz ; Jurassic and Cretaceous. Family 6. Pholadellidae, Miller. 
Shell oval, the posterior extremity attenuated and gaping ; cardinal 
border thin and devoid of teeth ; ligament external ; posterior adductor 
muscle large. An exclusively fossil family, from Primary 
deposits. Genera — Pholddella, Hall ; Devonian. PkytimyOy 
Ulrich ; Silurian. AllorismOj King ; Carboniferous and 
Permian. Family 7. Pleukomyidab, Zittel. Shell inequi- 
lateral, thin ; the pallial line deeply sinuous ; the cardinal 
border of one valve covering that of the other and biding 
the ligament, which is therefore sub -internal An ex- 
clusively fossil family from Secondary formations. Genera 
— Pleuromya^ Agassiz ; from the Trias and inferior 
Cretaceous. Gresslya^ Agassiz ; Jurassic. Ceromya, Agassiz ; 
Jurassic. Family 8. Pandoridae, Gray. Shell thin, 
inequi valve, free ; the ligament internal ; no pallial sinus. 
Siphons very short; foot elongate. Genera — Pandora, 
Bruguiere ; British. Coelodon, Carpenter. Clidiophora, 

Carpenter. Family 9. Myo- 
chamidae, Dall. Shell very 
inequivalve, solid, with a 
pallial sinus. Siphons short ; 
a fourth pallial orifice 
present ; foot small. Genera 
— Myochamaj Stutchbury ; 
shell irregular ; fixed to 
other shells by the right 
valve ; Australian. Myodcra, 
Gray ; shell free, trigonal ; 
the left valve flattened. 
Family 10. Chamostrei- 
DAE, Fischer. Mantle 
largely closed. A fourth 
pallial orifice present ; pedal 
orifice small. Siphons very 
short and separate. Shell 
AsvergiUum vaginiferum ; to the left side, the whole f^-^aA bv the riffht valve irre- 
«hell, dorsal view, the anterior part below ; \o the right "^f** oy me ngni vai\e, irre- 
Ride, the anterior^ part, magnified, to show the original gular. Without a pallial sinus ; 

.., * „ „„ ligament internal Genus — 

Ghamostrea, de Roissy ; 
Australian. Family 11. Clavagellidae, d'Orbigny. Mantle largely 
closed ; pedal orifice extremely small ; a fourth pallial orifice present ; 
siphons fairly long, united ; foot very rudimentary and without a byssus. 
The ligament external ; the valves continued backwards into a calcareous 




Fio. 248. 



valves a, now embedded in a continuous calcification of 
tubular form. (From Laukester, after Owen.) 
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tube secreted by the siphons ; pallial line sinuous. Qenera — ClavageHay 
Lamarck ; left valve fused to the tube ; adductor muscles well developed ; 
a boring fornL BrechiteSf Quettard ( = AspergUlumy Lamarck) ; the two 
valves fused to the tube and external (Fig. 248) ; no posterior adductor 
muscle ; the anterior adductor much reduced ; the anterior extremity 
bearing numerous tubular projections serving for adhesion ; Indian and 
Pacific Oceans. Family 12. Lyonsiidae, Fischer. Mantle largely 
closed, with a fourth pallial orifice ; siphons short, invertible ; foot 
byssiferous. Shell thin, granular externally ; the pallial sinus feeble ; 
the ligament internal. Qenera — Lyonsia^ Turton ; shell regular and 
elongated ; British (Fig. 219). EntodesTna^ Philippi ; shell irregular, 
truncated behind ; a boring form, sometimes found in the tests of 
Asctdians. Mytilvmeria^ Conrad ; shell regular, ventricose, gaping behind. 
Family 13. Yerticordiidae, Wood. Siphons short ; the gULs papillose ; 



t/ri/ t/u 




Fio. 249. 

Poromya tomatay left-side view. <La, anterior adductor; cup, anterior labial palp; a.s, 
anal siphon ; /, foot ; g.l, gill lamellae on the septum ; A» heart ; Aa, posterior adductor ; in, 
intestine ; li, liver ; pa. pallial suture ; p.p, posterior Labial palp ; p.t, pallial tentacles ; r.p, 
retractor posterior pedis ; r.», retractor of the septum ; «, septum ; try, valvular fold of the 
branchial aperture. 

foot small ; palps well developed. Shell globular, very slightly gaping, 
without a pallial sinus. Many species abyssal. Genera — Verticordioy 
Wood ; mantle largely closed ; the pedal orifice smalL Eudroa^ Dall ; 
heart situated above the rectum. LyonneUa^ Sars ; foot byssiferous. 
Halicardia, Dall. 

Order 4. Septibxanchia. 

The Septibranchia are dimyarian Lamellibranchs in which the 
mantle remains fairly open and has two sutures and two siphons. 
The foot is long and slender ; the byssus rudimentary or absent. 
The pallial line is simple or very slightly sinuous. The essential 
character of the group is the disappearance of the gills as respiratory 
organs, a character which is not found in any other Lamellibrancb. 
The gills are transformed into a muscular septum (Fig. 249, s) 
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which extends from the anterior adductor muscle to the point 
of separation of the two siphons, and surrounds and is continuous 
with the foot. This septum, therefore, has exactly the situation 
and the relations of the branchial septum of the majority of the 
Lamellibranchia, which divides the pallial cavity into two chambei-s. 
The group is derivable, more or less directly, from the Anatinacea, 
through the series Lyonsiay Lyonsidla, Poi'omya, Cetoconcka, Cmspidana^ 
in which one may observe a gradual increase in the amount of 
muscular fibre in the gill filaments or in their reduced equivalents, 
so that any objection to the branchial origin of the septum, because 
of its muscularity, cannot hold good. The muscular septum is 
inserted on the shell, especially in the neighbourhood of the two 
adductor muscles. The origin of the anterior and posterior exten- 
sions of the septum and of its muscular attachments to the two 
extremities of the shell is to be found in the physiological contrac- 
tions necessary to create a current of water on the respiratory 
surface of the supra-septal chamber. The septum is, in fact, always 
pierced by paired orifices, which admit of the passage of water. 

The Septibranchia are all marine, 
inhabit considerable depths of the 
sea, and are carnivorous. The order 
only comprises one sub-order, the 
Poromyacea. 

Family 1. Poromtidae, Dall. 
Siphons short and separate ; the bran- 
chial siphon provided with a large 
valve. Foot pointed and not byssi- 
ferous. The branchial septum bears two 
groups of transversely elongate orifices 
on either side ; these are formed by 
a few branchial filaments, with or with- 
out junctions. The palps are large. 
All the members of the family are her^ 
maphrodite. Genera — Poromya, Forbes ; 
no pallial sinus ; British (Fig. 249). 
Dermatomya^ Dall ; a pallial sinus 
present Liopistha^ Meek ; fossil from 
the Cretaceous. Familt 2. Cetocon- 
CHiDAE, Hidewood. Branchial septum 
bearing three groups of orifices on each 
side ; these orifices are separated by 
rudimentary branchial filaments. Palps 
large ; siphons short, separate, the branchial siphon with a valve. Genua 
— Cetoconcka, Dall { = Silenta, Smith) ; abyssal (Fig. 250). Family 3. 
CusFiDARiiDAE, Flschcr. Siphons long and united, their extremities 
surrounded by tentacles. Foot narrow, with a rudimentary byssua. 
Palps greatly reduced or absent. Branchial septum pierced by four or 




Fio. 260. 

A ventral view of Moconcha, removed 
fh>m its shell, a.o, anterior septal 
oriQces; a.p, anterior palp ; /, foot ; m, 
month ; m.o, meilian septal orifices ; pa, 
mantle ; p.o, poHterior septal orifices ; 
p.p, posterior palp ; se, branchial sep- 
tum; si, retractile branchial siphon. 
(After Ridewood.) 
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five pairs of very narrow symmetrical orifices. The sexes separate. 
Genus — Cuspidaria, Nardo ; British (Fig. 261). 




Pio. 251. 

' CuspUlaria ciispldaUi (Olivi), left-side view, after removal of left half of the mantle, a, anus ; 
a.a, anterior adductor ; cu/.r, anterior foot retractor : a.p, anterior labial palp ; a.«, anal siphon ; 
br.n^ branchial nerve ; br.s, branchial siphon; &.t% branchial valve; eg, cerebral ganglion;/, 
foot; g.Qt genital gland ; g.o, genital orifice; h, heart; in, intestine ; k, kidney ; k.o, kidney 
opening; m, mouth ; p.a, posterior adductor; pj.r, posterior foot-retractor; p.g, pedal gan- 
glion; p.l.p, ixieterior labial palpn; », septum; «.o, septal orifice; K.r, septal retractor; «t, 
stomacn ; vLg, visceral ganglion. 
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CHAPTER VI 

THE CEPHALOPODA 

CLASS v.— THE CEPHALOPODA, Cuvier. 

Order 1. Tetrabranchia. 
Sub-Order 1. Nantiloidea. 
„ 2. Axmnonitoidea. 

Order 2. Dibranchia. 
Sub-Order 1. Decapoda. 
Tribe 1. Oigopsida. 
„ 2. Myopsida. 
Sub-Order 2. Octopoda. 
Tribe 1. Leioglossa. 
„ 2. TrachygloBsa. 

Definition, — The Cephalopoda are perfectly symmetrical Mollusca, 
in which the edges of the foot are transformed into circumoral 
appendages completely surrounding the head, and the epipodium 
is modified to form an exhalant muscular tube or funnel consisting 
of two free or united lobes, situated behind the head at the opening 
of the pallial cavity, and serving as a conduit for the water from 
this cavity. In the nervous system all the typical ganglion-pairs 
are concentrated in the head, and are applied to or contained in 
the interior of a cartilaginous skeletal piece. The renal organs are 
constituted by the glandular covering of the afferent branchial 
vessels. The coelom communicates with the exterior either directly 
or by the intermediary of the paired kidneys, and by a second pair 
of ducts serving as gonaducts. The gonad is situated in the coelom 
and is not continuous with the gonaducts. A portion of the 
circumoral pedal crown is " hectocotylised," that is to say, modified 
to form a copulatory organ in the mala The development is 
characterised by the incomplete segmentation of the ovum. 

I. General Description and External Characters. 

In comparing the Cephalopoda with other Mollusca, one finds 
that the ventral surface is much abbreviated and the length of the 
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body reduced (Fig. 22, E). This is the result of the displacement of 
the foot, whose lateral borders surround the head and are joined 
together in front of the mouth. In consequence of this shortening 
of the antero-posterior axis, the two extremities of the digestive 

canal are closely approximated, 
and the pallial cavity opens im- 
mediately behind the head (Pig. 
252, w, a). 

The head is highly developed, 
but has hardly any other ap- 
pendages than those formed by 
the edges of the foot which 

rrv 




Fio. 262. 

Diagram of the structure of a Cephalopod, 
as seen from the left side in its proper mor- 
phological position, a, anus ; wr^ arms ; cr, 
central nervous system, with eye ; cw, 
coelom ; /u, funnel ; g, gill ; j/o, gonad ; ^, 
heart ; A:, kidney ; 2, Uver ; m, mouth ; 
fa^ mantle ; r.o^ renal oritice ; r.^^ reno- 
pericardial orifice ; «t, stomach. 




Fio. 858. 

Twiniui $tihmii, Lankester, ventral 
aspect, e, i>edunculated eye ; jl^ ^n; fn, 
mouth ; t, tentacular arm. (After Hoyle.) 



embrace it. Certain Oigopsida, however, e.g. Taonius suJimii, Eay 
Lankester (Fig. 253), and the embryos of an allied form known 
as Grenacher's embryo (Fig. 119, D) and of Loligo peali, have very 
prominent pedunculated eyes. On the other hand, NautiluSy whose 
eyes are also somewhat prominent, has in addition two ciliated 
tentacles on either side of the head, one in front of and the other 
behind the eye (Figs. 255, t, k-, 293, a.o.iy p.o.t). 

The foot forms a crown of appendages surrounding the mouth : 
the edges of this crown are not deeply divided in Nautilus, but 
are much more so in the Dibranchia. In Nautilus the circumoral 
pedal crown is divided into lobes each of which bears a group of 
tentacles, the total number of tentacles being about ninety in the 
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female, but only sixty in the male. These tentacles have laminated 
but not ciliated surfaces; they are adhesive and prehensile, and 
are retractile within special tentacular sheaths. When the animal 
is extended they radiate outwards from the mouth. In the female 
there are three tentaculiferous lobes in immediate contact with the 
buccal apertiu*e (Fig. 255, c, d) : these are the right and left and the 
ventral interior lobes. The last named (which is absent in the 
male) bears a laminated organ, supposed to be olfactory in function 
and known as Owen's organ, in the middle of its free border (Fig. 
255, n), and fourteen tentacles on each moiety of the lobe. The 




Fio: 254. 

Tremoctopus vdifir, Verany, viewed fh>m the dorsal side, showing the four dorsal arms joined 
together by a membrane. (After Verany.) 

right and left interior lobes bear twelve tentacles apiece. The 
muscular mass of the foot forms a broad ring round the three interior 
lobes, and is particularly thick and strong in the dorsal region (Fig. 
255, g), where it is modified to form a hood which protects the whole 
animal when it is retracted within its shell. On the external face 
of the hood is a concavity in which the spire of the shell is lodged. 
The tentacles borne on this ring are called "digital," and are 
larger than the " labial '' tentacles borne on the three interior lobes. 
The digital tentacles are nineteen in number on each side in the 
female, and are disposed more or less regularly in three unequal 
rows. It is only the dorsal pair of tentacles that belongs to that 
part of the muscular ring which forms the hood, the last-named 
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structiire being largely composed of an extension of the sheaths 
of the tentacles in question. On the ventral side an extensive 
part of the internal surface of the muscular ring is laminated, 




Male (upper) and female (lower) specimens of Nautilus pompilius^ as seen in the expanded 
condition ; oral view, showing the disposition of the tentaculiferoiis lobes and the differences 
between the two sexes, a, the shell ; b, the outer ring-like expansion or annular lobe of the 
circumoral mass of the foot, dorsally forming the hood ; c, the right and left inner lobt» of the 
foot, each carrying twelve tentacles in the female, in the male divided into p, the " spadix " 
(hectocotylus) on the left side, and r/, the •' anti-spadix," a group of four tentacles, on the right 
side ; d, the inner inferior lobe of the foot (reduced in the male to a paired group of lamellae) ; 
«, the buccal cone, fringing the jaws with a series of minute papillae ; /, the tentacles of the 
outer lobe, projecting from their sheaths ; g^ the two most postenor tentacles, belonging to the 
hood ; i, superior ophthalmic tenucle ; fc, inferior ophthalmic tentacle ; Z, eye ; m^ paired 
laminat^ organ on each side of the base of the inner inferior lobe of the female ; n, olfkctory 
lamellae upon the inner inferior lobe, in the female ; o, the funnel ; p, the spadix (in tJie male) 
or hectocotylised portion of the left inner lobe of the foot, representing four modified tentacles ; 
g, theantispadix (in the male), being four of the twelve tentacles of the right inner lobe, isolated 
fix)ra the remaining eight. (After Lankester.) 
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forming the so-called "organ of Valenciennes," peculiar to the 
female and serving for the attachment of the spermatophores 
(Fig. 255, m). 

In the Dibrancbia the pedal appendages have the form of four 
or five pairs of symmetrical and generally elongate arms. In the 
Octopoda there are eight similar arms, and the whole length of the 
ventral surface of each is covered by suckers which are often very 
numerous and highly specialised in structure (Fig. 25G). It seems 
probable that it is the suckers and not the arras that are com- 
parable with the tentacles and tentacle -sheaths of Nautilus. In 
the Decapoda, in addition to the eight arms corresponding to those 
of the Octopoda, there are two additional "tentacular" arms, of 
which one is situated between the third and fourth sessile arms on 
either side of the posterior part of the head. These two tentacular 
arms are longer and more slender than the others (Fig. 298, A), and 
the suckers are generally confined to their free extremities, which 
are enlarged and club-shaped ; in some forms, however, they bear 
suckers along their whole length (Fig. 297, II). The tentacular arms 
are further distinguished from the sessile arms by the fact that they 
are more or less retractile within special pouches : they are com- 
pletely retractile in Sepia^ Sepioh, and Bossia, incompletely retractile 
in Loligo, very slightly retractile in the majority of the Oigopsida, 
and finally they are united to form a beak -like appendage in 
Rhynchoteuthis, In some Oigopsida, such as Leachia, Chaunoteuthis, 
some species of Cheiroteutkis, and G-rimalditeuikis (Fig. 258), the 
tentacular arms are reduced to mere stumps : in the adult Feranya 
they are similarly reduced, but the young still retain smaU 
tentacular arms. Similarly a notable reduction of the ordinary or 
sessile arms, particularly on the dorsal side, may be observed in 
some Cheiroteuthidae and Cranchiidae. Some or all of the eight 
sessile arms may be united by a more or less complete inter- 
brachial membrane : the four dorsal arms are united in this 
manner in Tremoctojms (Fig. 254), the six dorsal arms in Hisiioteuihis, 
and all eight arms in some species of Eledone, in Alloposus, and in 
the adult Cirrhoteuthidae and Amphitretidae, the membrane ex- 
tending in the two last-named families to the tips of the arms, 
but in the young of Cirrhoteuthis (Fig. 260) the membrane is not 
fully developed. 

In the female Argonavia the two dorsal arms are enlarged to 
form a veil (Fig. 301, IV), which is applied to the mantle and 
secretes a protective calcareous shell. Finally, in most cases a 
single arm of the male, or a portion of the circumoral pedal crown 
in Nautilus^ is modified to form a copulatory organ, which is some- 
times detachable. This is the hectocotylus, or spadix in NautUus, 
which will be described in detail under the head of reproductive 
apparatus. 

19 
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The suckers are pedunculated in tlie Decapoda, the peduncles 
being axial or lateral, but they are sessile in the Octopoda 
(Fig. 256). They generally form a double series along the internal, 
that is to say, the ventral or buccal faces of the arms, but there is 
a single series in Eledane and Cmhoteuthis (Fig. 260). In some 
cases, however, there are more than two rows, e,g, Spirula (Fig. 
268, ar), Gonatus, Dosidicus, Triiaxeopus, Ctenopteryx (on the three 
dorsal pairs of arms), and Sepia (Fig. 299, c). In point of structure, 
each sucker consists of a globular or cylindrical projection, 
comprising an annular surface of application with a central cavity 
whose capacity can be augmented by the retraction of its floor. 
The floor is provided with perpendicular muscular fibres (Fig. 256, 1), 
whose contraction causes the sucker to adhere to the prey or to 
the substratum. The surface of application of the sucker is 




Fio. 256. 
Axial section of a sucker of Argonauta. I, muscular fibres retractiug the bottom of the 
sucker ; II, radiating nmscular fibres ; III, annular muscular fibres ; IV, floor of the cavity of 
the sucker ; V, sphincter muscle ; VI, tooth on the margin of the sucker. (After Niemiec) 

augmented by the action of radiating muscular fibres (Fig. 256, II), 
and its adherence is further assured by the cuticular rugosities of 
this surface. These cuticular structures are simply small projections 
in the Octopoda, but in the Decapoda there is a complete chitinous 
ring with denticulated edges which are often very prominent, and 
in some cases a single denticulation may become very large and 
preponderant and thus transform the sucker into a hook-bearing 
organ. In Onychoteuthis true functional suckers coexist with the 
hooks, but in the adult Veramja the suckers are nothing more than 
the bases of the hooks. In various species of Cheiroteuthis the 
tentacular arms bear suckers in which the muscular system is feebly 
developed and there is neither a central piston nor a homy ring, 
but the bottom of the cupule is covered by a great number of 
anastomosed epithelial filaments which constitute an organ for fishing. 
In Ciirhoteuthis, in addition to the row of suckers, there are 
tentacular filaments on each arm alternating with the suckers. 
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In addition to the foot proper, whose edges constitute the circum- 
oral appendages, the Cephalopoda possess an epipodium which is well 
developed, but highly specialised to form a funnel. The epipodial 
nature of the funnel may be specially well seen in young embryos 
(Figs. 257, fn ; 119, D, fv)^ in which this organ is situated laterally 
and posteriorly, between the mantle and the foot. Primitively the 
funnel has the form of two symmetrical lateral lobes, which simply 
incline towards one another and overlap in Nautilus (Fig. 27G). 
In the Dibranchia, however, these two lobes become fused together 
during development (Fig. 290, (9) q) and form a complete tube 
projecting beyond the pallial cavity (Figs. 253 and 258, etc., /u). 
Through this tube the excrements, the secretion of the ink-sac, and 
the generative products are ejected. The interior of the funnel 
is generally provided with a larger 
or smaller valve, attached to its 
anterior or dorsal face; as, for 
instance, in the Nautilidae (Fig. 
276, b) and the majority of the 
Decapoda (Fig. 259, /m); but this 
structure is absent in Leachia 
among the Oigopsida and in the 
Octopoda. In addition, the in- 




Fio. 257. 

Young erabrj'O of Sepia officinalis, 
viewed from the dorsal side, a, anus ; 
«. eye ; /u. funnel ; gi, gill ; m, mouth ; 
ot, otocyst ; jxt, mantle and shell ; vi, 
vitelluH ; 1, 2, 8, 4, 5, arms. (Aft«r 
Kolliker.) 




Fio. 258. 

Grimalditeuthis richardiy ventral as- 
pect, a, anns ; e, left eye ; Jl', anterior 
tin ; Ji'\ posterior tin ; fu, funnel. (After 
Joubiu.) 



ternal wall of the funnel is furnished with an epithelial outgrowth 
of variable form, constituting a mucous gland called Miiller's 
organ. 

Powerful muscular bundles, originating from the cephalopedal 
mass and from the sides of the funnel, unite together and are inserted 
symmetrically on the sides of the shell (Fig. 272, m). In Naviilus 
they are inserted on the interior of the shell, in the Dibranchia on 
its external surface, in Spirula on the margins of the last chamber. 
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Other diflTerentiated muscular bundles may be recognised ; they are 
mostly due to the specialisation of the funnel. 

In the Tetrabranchia {Nauiilns) the mantle is covered by an 
external shell, which is partly overlapped by a small dorsal paUial 
lobe (Fig. 270, d): the retractor muscles of the head and foot are 
inserted symmetrically on either side on the internal surface of 
this shell. The female Argonavia also bears an external shell which 
covers the mantle, but has no muscular attachments and is not 
homologous with the shells of other Cephalopods: it does not 
originate from a pre-conchylian invagination or shell-gland, but is 
of pedal origin, and is only formed some ten or twelve days after 
birth by the palmate extremities of the two dorsal arms. The 
animal is not attached to this shell. 

In all other Cephalopoda the shell is covered over by the 
mantle, or at least is partly covered in Spimla (Fig. 295). The 
shell therefore is internal, and often is rudimentary, as in the 
majority of Decapoda, or it may be nearly obsolete, as in the 
Octopoda. The shell of living and fossil Nautiloidea, of Ammonoidea, 
Spirtda (Fig. 268, sp), and of various fossil Dibranchia, such as the 
Belemnitidae, Spirulirostra (Fig. 262, C), etc., is provided with internal 
septa, disposed perpendicularly to the axis of the coil. It is only 
the last of the chambers thus formed that is occupied by the body 
of the animal, but a prolongation of the pallial integument known as 
the pallial siphuncle (Fig. 270, Z) extends back to the initial chamber 
of the shell, and is enclosed in a calcareous tube or shell siphuncle 
which perforates all the septa (Fig. 268, si). This pallial siphuncle 
does not communicate with the coelomic cavity : in Nautilus and 
Spirula it is a simple vascular vermiform process of the mantle, 
whose cavity consists of a venous sinus and whose wall contains a 
ramification of the pallial artery. It apparently plays a part in 
the hydrostatic function. At the point where the shell siphuncle 
traverses each septum it is generally surrounded by a small 
reduplication of the latter, forming the so-called siphuncular neck. 
The chambers traversed by the siphuncle do not communicate with 
one another nor with the shell siphuncle : they are filled with a 
nitrogenous gas and form a hydrostatic apparatus. 

The external multilocular shell is straight in some palaeozoic 
Nautiloidea (Orthoceras), but in the majority of Tetrabranchia it is 
arcuate or more or less completely coiled in such a manner as to 
form a discoidal shell whose whorls are all in the same plane. In 
the majority of Tetrabranchia {Nautilus, Fig. 270) the coil is exo- 
gastric, that is to say, it is turned towards the dorsal aspect, but 
in some forms, e,g, Phragmoceras, Cyrtocera-s, Ptenocei'os (Fig. 261, B), 
it is turned towards the ventral side and is therefore endogastric ; 
the direction of the coil cannot be determined by the position of 
the siphuncle, which traverses the septa at various points, but by 
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the foi-m of the aperture and the position of the " hyponomous " 
sinus, which conesponds to the funnel (Fig. 261, t.s). In some 
Nautiloidea, e,g, the dextral or sinistral Trochoceras, and in sundry 
Ammonoidea, e,g. the sinistral Turrilites and CocJdoceras and the 
dextral BostrycJioceras, the coil may be produced into a helicoidal 
or turriculated spire. And in other cases again the. last whorls 
of shell, whether it be discoidal or helicoidal, may be partly un- 
coiled, as may be seen, for example, in LituiteSy which is largely 
uncoiled, or in OphidioceraSy in which only a small extent of the 
shell is uncoiled. Finally, the shell may become secondarily 
rectilinear in the adult, as in BaeiditeSy among the Ammonoidea. 
In Spimla the shell is coiled in one plane, but it is endogastric, 
that is to say, coiled in the opposite direction to that of NaiUUus 
(Figs. 268 and 270), and it is largely internal. In certain fossil 
Dibranchia the multilocular shell, whether it be straight or partially 
coiled, has become internal (Belemnitidae, Spirulirostra) and forms 
the phragmocone (Fig. 262, C). In such cases it is surrounded by a 
calcareous secretion of the reflected portion of the mantle, which 
is not homologous with the shell of other Molluscs, and forms the 
pointed rostrum or guard at the end opposite to the head (Fig. 262) 
and the cephalic plate or pro-ostracum at the anterior or dorsal end. 
Thus there is, in the shells of these Cephalopoda, an element which 
is not represented in the shells of other Mollusca. 

In the living Dibranchia, with the exception of Spiruhy the 
phragmocone and the rostrum of this internal shell have beco^ie 
very rudimentary. In Sepia, for example, the shell is composed of 
pamllel layers united together by short pillars of calcareous sub- 
stance, and has a stratified and alveolar structure : at its posterior 
end a little hollow marks the position of the phragmocone, and a 
short pointed external projection represents the rostrum, the bulk 
of the shell being formed by the anterior pro-ostracum, on which the 
retractor muscles of the cephalopedal mass are inserted. In the 
Oigopsida the guard is no longer calcified, and the shell has the form 
of a chitinous plume or gladius, but in Ommatostrephes there is a 
small posterior conical cavity representing the remains of the 
phragmocone. 

In the Loliginidae and Sepiolidae the shell is similarly repre- 
sented by a chitinous gladius (Fig. 263), but in these families it is 
so much reduced that it only occupies the anterior portion of the 
body. In Idiosepius this shell is nearly obsolete, and it is absent 
altogether in certain Sepiolidae and some allied forms such as 
StoloteiUhiSy InioteuthiSy Sepioloideay and Sepiadarium. Finally, in the 
Octopoda there is no longer a true shell, but only some simple 
chitinous rudiments, on which the retractor muscles of the head 
and funnel are inserted ; these may be paired, as in the case of the 
lateral stylets of Octopus ; or unpaired, as in the case of Cirrhoteuthis. 
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It follows that in all living Cephalopods except Nautilus the 
shell is localised on the anterior or physiologically dorsal side of 
the body, and is enclosed by the mantle, which therefore appears 
to be a naked, bell-shaped sac (Figs. 252, 254, 287, etc.). The 
whole circumference of the mantle border is free in the Decapoda 
(Fig. 259), with the exception of Sepiola, in which it is fused to the 
head anteriorly in the middle line. Similarly, in the Octopoda. the 
border of the mantle is fused to the head anteriorly and laterally, 
whereby the pallial aperture is much reduced, especially in Cirrho- 

ieuthU (Fig. 260) and Opisthoteu- 
o-ft f\ /^ this{Y\^, 300). 

In the Decapoda a more secure 
union between the mantle and 
the funnel, during the expulsion 
of the water used in respiration 




Fio. 259. 

CUnopUryx qfprlnoidcM, ventral aspect 
a, amis ; r, eye ; fi, fins ; /«, funnel with 
valve ; ol, olfactory organ or rhinophore ; 
m, socket of the funnel ; U, tentacular 
arms, (After Joubin.) 




Fio. 200. 

Cirrhoteuthvt vieangensis, Hoyle (young speci- 
men), ventral aspect, fi, fln ; /u, f\innel ; m, 
mouth. (Aft«r Hoyle.) 



through the latter structure, is ensured by the following mechanism : 
the free borders of the mantle bear on each side a cartilaginous pro- 
jection (Fig. 272, c) which fits into a corresponding depression in 
the funnel (Figs. 272, c; 259, so\ the whole constituting the so- 
called " resisting apparatus " of foreign authors. In certain Oigopsida 
of the family Cranchiidae (CrancJna, Leadiia) and in the Octopoda 
this apparatus is but feebly developed, and in Cin'hoteuthis, where 
it would be useless, it has disappeared. Otherwise the funnel is 
quite independent of the mantle : it is only in Amphitreivs among 
the Cirrhoteuthidae that the mantle border is united to the 
funnel by a ventral suture, leaving an opening into the pallial 
cavity on either side. Similarly, in GriniaUliteuthis and Si/mplecto- 
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iexUhx& among the Oigopsida, there are two infundibiilo-pallial 
sutures. 

In the Dibranchia the mantle is a very muscular organ, which, 
by its contractions, serves two purposes. By alternately and 
rhythmically drawing in and forcing out the water that enters 
the pallial cavity between the funnel and the border of the mantle, 
it acts as an accessory respiratory organ, and by violently expelling 
water through the funnel it acts as an efficacious locomotory organ, 
causing the animal to execute sudden retrograde movements. 

In the majority of Cephalopods with internal shells (Decapoda) 
and in the Cirrhoteuthidae, the mantle is produced into lateral 
symmetrical expansions or fins of various form and position (Figs. 
253, 260, and 268,7?). These organs always originate at the aboral 




Fio. 261. 

Two fossil XatUilids, left-side view. A, Ophidioceras simpUx^ Barrande ; A', mouth of the 
Rhell ; B, Ptcnoceixia alatuni^ Barrande. /.«, foot (arms) sinus ; t.«, infundibular sinus. (After 
ISarrande.) 

extremity of the mantle (Fig. 290, (4) a) — even in Octopus, in which 
genus they eventually disappear — ^as two triangular or rounded out- 
growths. They remain localised at the aboral extremity in Spirvla, 
in which genus tliey are situated close together at the point where 
the two halves of the mantle reunite behind the shell (Fig. 295). In 
most other Oigopsida they are still terminal and close together, but 
they tend to shift further forward on the anterior or dorsal surface, 
as in Taonius (Fig. 253) and Ommatostrephes (Fig. 297), and they 
may be duplicated, the two fins on each side lying close together, 
as in Grimatditeuthis (Fig. 258, Ji\fi^) and Vampyroteuihis. But in all 
other cases they diverge to take up positions opposite one another on 
the right and left sides of tlie body, and show an increasing tendency 
to occupy the whole length of the body, as in Thysanoleuihis, where 
they are triangular (Fig. 298, B), and in Sepioteuthis, where they are 
rounded. In Sepia the fins extend the whole length of the mantle, 
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but are reduced so as to be of the same width throughout (Fig. 
272, P). The fins of Cienopieryx are similar, but are pectinated, that 
is to say, they consist of a thin membrane supported by muscular 
fibres (Fig. 259, ji\ On the other hand, in species with a short and 
globular mantle the fins are shifted away from the aboral extremity, 
and are situated either in the middle of the body, as in Sepiola^ 
or even near the anterior end, as in Ciirlio- 
teuthis (Fig. 260). 

Except in Nautilus (Fig. 270, /) and 
Spirula (Fig. 268, pa.c), where it is shallower, 
the pallial cavity extends from its opening 
behind the head to the aboral extremity 
or summit of the body. It contains the 
branchiae and the anal, renal, and genital 
orifices (Fig. 272, Br, a, ?•, g). In some 




Fia. 262. 

Internal shells of Cephaloixxla. A, shell of 
Belemnotcuthis dvpiniana (Neocoinian). B, shell 
of Sepin Orhignyana. C, shell of Spirvlirostra 
Bellardii (Mioceue) ; the specimen is cut so as to 
show in section the chambei-ed shell and the 
laminate«i " guani " deposited upon it-s surface ; 
D, shell of Spinda laevis. (Aft^r Lankester.) 



Fio. 263. 

The chitinnus internal 
shell, orgUdiu8,of jLo/t<^o, 
the anterior jjart upper- 
most. (From Lankester, 
after Owen.) 



forms it is divided longitudinally by a muscular junction between 
the mantle and the visceral mass, starting from either side of 
the anus : such is the case in the essentially littoral forms with 
a short pallial sac, such as Sepiola and the Octopodidae. In 
Opisthoteuthis the pallial cavity is particularly narrow and shallow, 
and the pallial sac scarcely projects ; in consequence of the diminu- 
tion of the ventral flexure the animal is flattened and discoid (Fig. 
300), and the anus has returned to the posterior position which it 
occupies in primitive MoUusca. 

Beneath the epithelium the integument contains, at least in 
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the Dibranchia, chromatophores or extensible pigment cells, whose 
activity produces the remarkable colour changes characteristic of 
these animals. The chromatophores are cells originally of ecto- 
dermic origin, which sink below the epithelium and become 
connected with contractile radiating mesodermic fibres. The 
pigment cells are simple but multinuclear, since they contain 
secondary nuclei situated at the bases of the muscular fibres. 
Different cells contain different coloured pigment : yellow, brown, 
red, or blue in the Decapoda. Each cell exhibits a constant though 
feeble tremulous movement, and may suddenly be extended, by a 
reflex action, under the influence of emotion or excitation, or as a 
more direct result of volition the chromatophores of the same colour 
may assume a definite condition of contraction or expansion, which 
gives the body a tint analogous to that of surrounding objects. In 
tlie latter case the action of the chromatophores is under the direct 
influence of the cerebral centres of the nervous system, and section 
of one of the optic nerves puts an end to voluntary changes of colour 
on the same side of the body. The chromatophores are chiefly dis- 
tributed over the anterior surface (or upper surface when the animal 
is in its natural position) of the mantle, the head, and the external 
sides of the arms. In the Decapoda there is, in addition to the 
chromatophores, a layer of reflecting cells which give these animals 
their iridescent hues. 

In certain Oigopsida belonging to the zonary or deep plankton, 
for example, HistioteiUhis, CaUiteuthiSy Histiopsis, Fterygioteuthis, etc., 
the surface of the body bears luminous organs, all of which are 
oriented towards the anterior extremity. The essential structure 
of these organs consists of a deeper photogenous layer and of super- 
ficial refracting elements. They may even extend into the interior 
of the pallial cavity, as, for example, in Pterygioteuthis, 

In the deeper parts of the integument the connective tissue is 
often concentrated to form cartilage of analogous structure to that 
of the Vertebrates, but characterised by the existence of processes 
of the cartilage cells which ramify in the matrix and anastomose 
with one another (Fig. 265). This cartilage is specially well de- 
veloped in the head. In Nautihts there is a capito-pedal cartilage, 
shaped like a letter H (Fig. 264, A), which only supports the ventral 
part of the nerve-centres, two of its branches extending into the base 
of the funnel. In the Dibranchia the cephalic cartilage completely 
encloses the central nervous system and the otocysts and is traversed 
by the oesophagus (Fig. 268, ex). In some cases the cephalic car- 
tilage is produced into anterior expansions ; such are the pre-orbital 
cartilages surrounding the eyes of Sepia (Fig. 264, C). Various 
muscles, notably the retractor muscles of the head, take their origin 
from this " cranial " cartilage. There are also cartilaginous skeletal 
elements in other parts of the body of various Cephalopoda. In 
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LoligOj Sepia f ett'., there are elongated cartilaginous lamellae at the 
bases of the fins. There is a nuchal cartilage at the base of the 
neck of all the Dibranchia in which the mantle is not fused to the 
head ; consequently this cartilage is absent in Sepiola and the 
Octopoda (Fig. 264, D). It serves for the insertion of the lateral 
muscles of the funnel. Cartilaginous pieces also occur at the 
internal extremities of the retractor muscles of the head and funnel, 
and even in the two branchial laminae (Sepia). In the Decapoda 
there is sometimes a T-shapcd basi-brachial cartilage at the bases 
of the arms on the anterior (dorsal) side of the head (Sepia^ 
Fig. 264, C) ; it is united to the cranial cartilage and serves for the 
insertion of the brachial muscles. Finally, the '* resisting apparatus " 




Fio. 264. 

CartilaKinous skeleton of Cephaloi>oda. A , capito-pedal cartilage of NautUu.% ventral aspect. 
a, ridge which supports the peilal portion of the nerve-centre. B, right-side view of the same ; 
the large anterior prooenses are sunk in the muscular substance of the funnel. C, cephalic 
cartilages of Hepia officinalis. D, nuchal cartilage of Srpia officinalis, (From Lankester, after 
KeferHtein.) 

mentioned above is formed by sub-epithelial cartilaginous projections 
and depressions. 

It has been shown that Lepidoieuthis, a form not yet sufficiently 
well known, but apparently a member of the Oigopsida, is ex- 
ceptional in that the superficial portion of the integument gives 
rise to a layer of hard, projecting, regularly disposed, imbricated 
scales, lying above the chromatophores. In Odopiis arbarescens 
there are ramified and contractile tegumentary papillae. 

In several Dibranchia the integument contains certain so-called 
" aquiferous " cavities, which open to the exterior by special pores, 
but have no communication with the circulatory system. In 
addition to the pockets of the tentacular arms of Decapoda, there 
are cephalic pores on the back of the head and at the base of the 
funnel in Oajthoe, and buccal pouches on the ventral side of the 
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inner base of the crown of arms : one such buccal pouch occurs in 
LK)ligo and two in 5<fpa, and they may play an accessory part in 
fecundation. In some exotic species of Sefpia there are pouches in 
the mantle. 

11. Anatomy. 

1. The Alimentary Canal, — The digestive tube of Cephalopoda 
comprises a buccal mass ^vith two mandibles and a radula, a long 
oesophagus, a muscular stomach with a pyloric caecum, and a short 
intestine which turns forward and opens in the middle line below 
the funnel (Fig. 252, a). 

The buccal aperture, situated in the middle of the pedal 
appendages (Fig. 260, m), is surrounded by a circular lip garnished 

with papillae. Further- 
more, in the decapodous 
^ Dibranchia there is a 

buccal membrane which 
may be very extensive 





Fio. JOS. 

Minute structure of the cartilujie of Loligo. 
n, simple, and h, dividing; cells ; c, canaliculi ; </, 
an empty cartilage capsule, with its pores; e, 
canaliculi in section. (From Lankester, after 
Fiirbringer.) 



Fio. 26(5. 

Mandibles of Xautiluf, 
in nitUf dorsal aspect. 
l.m, lower or ventral 
mandible: n.m, upper or 
dorsal mandible. (After 
Owen.) 



and be divided into lobes alternating with the arms, and the lobes 
may even be furnished with small suckers, as may be seen in some 
species of Loligo, 

The buccal cavity or pharynx has very thick muscular walls. 
Internally it is provided with two powerful mandibles, one ventral 
and the other dorsal (Fig. 266) ; the tip of the ventral mandible 
overhangs that of tlie dorsnl, forming a beak like that of a parrot 
(Fig. 268, rm, dui). These mandibles have recurved insertion-plates, 
to which the large muscles forming the greater part of the mass of the 
buccal bulb are f\tt»'iche(l. In Nduiilus tiie trenchant borders of the 
mandibles are covered by a calcareous deposit (Fig. 266), and the 
fossils known by the name of llhyncholiths are nothing else than 
the beaks of Tetrabranchia ; for instance, L'hyncholithes hirundo is the 
beak of Temnorheiltts bidormtus, of the Trias. 
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As in the Amphineura, the Gastropoda, and the Scaphopoda, the 
floor of the buccal cavity is occupied by the anterior part of the 
radulo, which issues from a pharyngeal caecum. Each transverse 
series of this radula is formed by a median tooth, with three 
symmetrically disposed teeth on either side; the only exceptions 
to this rule being — NautiluSy which has four teeth on either side 
(Fig. 267, A); GonatuSy which has only two teeth on either side; 
the Cirrhoteuthidae, which have no radula and have therefore been 
named Leioglossa, In front of the radular prominence is the 
so-called "tongue," a fleshy projection (Fig. 268, to) covered by a 




Fro. 267. 

Radula or Ceplialopcxla. A, a single row of lingiial teeth of XautUuspompilius ; B, two rows 
of lingual teeth of Srpia officinalis ; C, lingual teeth of Eledoiie cirrhosa. (From Lankester, 
aft**r Kefcrstein, Troschel, and Loven.) 

somewhat thick papillated cuticle : it corresponds to the sub-radular 
organ of other Molluscs. 

The salivary glands, of which two pairs are present in many 
Cephalopoda, pour their secretion into the buccal cavity. In 
Nautilus there are no posterior salivary glands, but on each side of 
the buccal cavity there is the orifice of a gland situated in the 
buccal wall and corresponding to the anterior salivary glands of 
the majority of the Dibranchia. In the latter order all the Decapoda 
have posterior salivary glands, situated fairly far forward opposite 
the cephalic cartilage (Fig. 268, s.g) : they are compact, acinous, 
almond-shaped structures composed of convoluted and bifurcated 
tubes; their ducts unite immediately they leave the glands to 
form a single median duct, which runs alongside of the oesophagus 
and opens, like the duct of one of the pairs of glands in the 
Aplacophora, at the summit of the sub-radular organ. The anterior 
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pair of salivary glands is relatively slightly developed, and is 
conspicuous only in the Oigopsida (Spirulay Ommatostrephidae, Fig. 
282, II, OnycIioieutliiSy Feranya, Gonaius, etc.). In the Myopsida, 
however, there is an unpaired intra-bulbar glandular mass, lying 
behind the radula at the entrance of the oesophagus, and this 
corresponds to the embryonic condition of the anterior salivary 
glands of the Oigopsida and Octopoda. The last-named have also 
two pairs of well-developed salivary glands. The anterior pair 
consists of two flattened acinous glands attached to the posterior 
surface of the buccal bulb, their short ducts opening on either side 
into the postero-lateral part of the pharynx. The topographically 
posterior or abdominal glands are absent in Ciirhoteuthis, but in 
other Octopoda they are present, and are relatively larger than the 
similar pair in the Decapoda, but have the same structure and 
relations, save for the fact that they are situated farther back near 
the oesophageal proventriculus. The secretion of the posterior 
salivary glands of the Octopoda contains a proteolytic ferment and 
is poisonous ; the secretion of the corresponding glands of Sepia 
contains, in addition, a diastatic ferment. 

In addition to the salivary glands proper, all theDibranchia possess 
a sub-lingual gland in front of the sub-radular organ. It is of small 
size and is formed by the infolding of the epithelium of this region. 

The oesophagus is long in all the Cephalopoda, and it may be 
enlarged to form a crop or proventriculus: this enlargement is 
gradual in Nautilus (Fig. 270, oe, cr), abrupt in the Octopoda, with 
the exception of Cirrhotenthis, but in the Decapoda the oesophagus 
is of the same diameter throughout (Fig. 268, oe). The true 
stomach is a more or less globular or elongated pouch, with fairly 
thick muscular walls, and is situated at the summit of the visceral 
mass (Fig. 271, gizz): its two orifices, the cardiac and the pyloric, 
are anterior. 

At the initial part of the intestine, close to the stomach, is a 
thin-walled caecal diverticulum of various shape. It is spherical in 
Nautilus, JRossia, and Leachia, elongated and much larger than the 
stomach in Loligo, but it is more frequently coiled in a spiral, 
like the spiral caecum of sundry rhipidoglossate and other Gastro- 
poda; such is the case, for example, in Spirula (Fig. 268, j>.s\ 
. Ommatostrephes (Fig. 269, e\ Sepia, and the Octopoda, The hepatic 
ducts open into the stomachal caecum. 

The liver is formed by two symmetrical glands, which are 
separate from one another during development {Sepia\ but are 
generally partially fused together in the adult. This organ 
exhibits its minimum state of concentration in Nautilus, consisting 
of four lobes, each with its proper duct. In the Dibranchia the 
liver is more compact and consists of two lateral lobes, which are 
only united to a small extent near the middle of their length in 
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Bossia and Sepia, but are much more intimately united in Sepiolay 
and are almost entirely fused together in Spinda (in which genus 




Fio. 268. 

Spirula, a nearly median sagittal section, seen from the left side, a, anus ; ar, arms ; a.^ 
aboral fossa ; b.d, bile-duct ; c.c, cephalic cartilage ; eg, cerebral ganglion ; d.m, dorsal man- 
dible ; /.c, funnel collar ; H, fin ; /u, funnel ; i.b, ink-bag ; li, lip ; liv, liver ; wwi, mantle ; wo', 
shell secreting part of the mantle ; oe, oesophagus ; o.g, optic ganglion ; oi, otocyst ; iw.c, 
pallial cavity; p.g, pedal (brachial) ganglion ; pn, "pancreas"; p.s, pyloric sac; ro, radula ; 
8.g, salivary gland ; sh, shell ; si, shell siphuncle ; sp, last septum of the shell ; st, stomach : 
t, tentacular arm ; t.d, pallial terminal disc ; to, tongue ; v.m, ventral mandible ; v.n, risceFal 
nerve ; w.b, white body. (Alter Huxley and Pelseneer.) 

the liver is partly contained in the last chamber of the shell, Fig, 
268, liv) J in Onychoteuthis, Ommafostrephes, Loligo, and the Octopoda^ 
with the exception of Argonauia, In these last cases the liver 
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appears to be an undivided ovoid or globular mass, but it is 
traversed by the oesophagus, and its double origin is further demon- 
strated by the hepatic ducts, which are two in number, in all the 
Dibranchia. In the Decapoda the hepatic ducts are long (Fig. 
'KS'^^ b.d) and traverse the kidneys ; in the Octopoda they are short. 
In the former sub-order the ducts are covered by the so-called 
** pancreatic " glandular follicles, whose structure is a little different 
from that of the liver (Fig. 268, pn). In the Octopoda these 
follicles are situated only on the initial part of the hepatic ducts 
and are nearly buried in the mass of the true 
liver. Digestion is wholly effected in the 
muscular stomach by the action of the trypsin 
secreted by the liver and by the diastatic 
ferment secreted both by the liver and the 
" pancreatic " follicles. 

The intestine is relatively short and of 
uniform diameter. In Nautilus and the Octo- 
poda it is slightly sinuous, but in the Decapoda 
it is straight. The anus is situated in the 
middle line towards the anterior part of the 
pallial cavity (Fig. 272, a), and is often fur- 
nished with lateral valves. With the exception 
of Nautilus, CirrkoteuthiSy Octopus ardicus, and 
0. piscatorum, all the Cephalopoda, including 
the fossil Belemnites, have an ink-sac, consisting 
of a highly-developed rectal caecum developed 
early in embryonic life from the dorsal wall of 
the intestine and opening into the extreme 
terminal part of the rectum. This sac is made 
up of a deeper part, or gland proper, the cavity 
of which is septate, and a reservoir, into which 
the glandular part opens by a very small 
orifice : the reservoir specially well developed 
in the Decapoda. This ink-sac occupies a some- 
what superficial position to the side of the 




Alimentary canal of 
Ohinuitoftrephes sagittatu* ; 
the buccal nioits is omitted, 
rt, ink-bag; 6, its opening 
into the rectum ; c, com- 
mencement of the caecum ; 
e, spiral portion of the 
caecum ; or, oesophagus ; 
i», the stomach opened 
longitudinally ; 



Visceral mass. In some species of Sepiola it is passed through the pyio- 
trilobed, two lateral accessory organs being afterHon'Sl) ^"*''^^'' 
joined to it. It extends to the posterior ex- 
tremity of the body in Sepia (Figs. 271, i.s; 272, t), and is buried 
in the superficial part of the liver in all the Octopoda except 
Argonauta. The Cephalopoda are able, at will, to expel the 
secretion contained in the reservoir of this anal gland through the 
funnel, and thus conceal themselves, by producing a dense cloud in 
the water. An oxydising diastase, called tyrosinase, is concerned in 
the production of the secretion, the latter being known as melanin. 
2. Circulatoi'y Apparatus, — The Cephalopoda, or at any rate the 
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Dibranchia, have a more complete and perfect circulatory system 
than other Mollusca, the blood being nearly entirely contained in 
true vessels. 

The heart is situated somewhat superficially near the middle of 
the posterior or physiologically ventral surface (Fig. 252, A). It lies 
in a pericardial cavity (Fig. 252, coc\ except in the Octopoda, in 
which sub-order this cavity is much reduced (Fig. 278, ca). The 
essential part of the heart is the median ventricle (Fig. 277, vm\ the 
lateral and symmetrical auricles being nothing more than simple 







Fio. 27t>. 



Diagram representing an approximately median aagittal section of a female }\auiH\Ls 
pompili «■«. The ]»art8 which are quite black are the cut muscular surfaces of the foot and buccal 
mass, a, the shell ; an, anus ; a. b. i\ afferent branchial vessel ; b, the nuchal plate ; c, the integu- 
ment covering the visceral hump ; (t, crop ; d, the mantle flap or skirt in the dorsal region, 
where it rests against the coil of the shell ; e, the inferior margin of the mantle-skirt restiu;; 
on the lip of the shell represented by the dotted line ; cb.v, efferent branchial vessel ; /, the 
pallial chamber with two of the four gills ; g, the vertically cut median portion of the fiinnel ; 
gizz, gizzard ; h. the capito-pedal cartilage ; t, the valve of the funnel ; int^ intestine ; I. the 
siphuncular pedicle (cut short) ; vi, the hood or dorsal enlargement of the outer lobe of the foot ; 
n, tentacles of the outer lobe ; n.c, nf-rve-collar ; rupt, aperture of the kidney ; ni^ nidamental 
gland ; oe, oesophagus ; p, tentacles of the inner inferior lobe ; q, buccal membrane ; r, upper 
jaw ; r.e, renal glandular masses on the walls of the afferent branchial veins ; «, lower jaw ; t, 
radula ; vt, ventricle of the heart ; x, the viscero-pericardial sac. (After J^nkester.) 

contractile expansions of the efferent branchial vessels (Fig. 277, an). 
In Nautilus there are foiu* such auricles, returning blood from the four 
branchiae, but in the Dibranchia there are only two. In general the 
ventricle is slightly asymmetrical, except in Nautilus (Fig. 274, i^ent), 
in which it is transversely elongated, and in Loligo, in which it is 
elongated antero-posteriorly. The entrances of the auricles into the 
ventricle and origins of the aortae from it are guarded by valves. 
The aortic vessels consist of — ( 1 ) a cephalic or principal aorta, which 
runs forward (Fig. 277, a.a) and supplies the whole of the anterior 
part of the body with blood ; (2) a posterior or abdominal aorta, which 
is smaller, especially in the Octopoda, and carries blood to the 
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posterior part of the mantle, including the siphonal prolongation of 
Nautilus and Spirula and the fins of the various Dibranchia ; (3) a 
small genital artery, which may originate from the abdominal aorta 
(Fig. 277, g.a\ or separately from the ventricle: it may even be 
triple, as in Nautilus^ where there is one artery for the gonad, one 
for its duct, and one for the homologue of the duct, the pyriform 
appendage. 

In Nautilus the circulation is partly lacunar, except in the 
integuments, but in the Dibranchia the vascular apparatus is 
remarkably perfect, and sinuses are, as a rule, absent, the blood 
passing from the arteries into the veins through the intermediary 
of capillary vessels pro^^ded with an endothelium. Nevertheless, 







\ \ ^ 



Fio. 271. 
Diagram representing an approximately median sagittal section of Sepia officiiudis ; this 
drawing is intended to be compared with the foregoing one. o, internal shell ; a,b.v, afferent 
branchial vessel; an, anus ; app, appendage of the branchial heart ; b, nuchal cartilage ; br.&, 
branchial heart ; c, the integument covering the visceral hump ; cr, crop ; ct, the left ctenidium ; 
d, the reflected portion of the mantle-skirt forming the sac which encloses the shell ; e, the 
inferior margin of the mantle-skirt ; e.b.r, efferent branchial vessel ; /, the palllal chamber ; g^ 
the vertically cut median portion of the funnel ; gizx, the gizzard ; i, the valve of the funnel ; 
i.s, ink-bag ; m, the two upper lobes (arms) of the foot ; n, the long prehensile arms ; n.c, the 
nerve-collar; n.ti.a, aperture of the left kidney; o, the fifth or lowermost lobe (arm) of the 
foot : p, the third arm ; y, buccal membrane ; re, renal glandular mass ; «, the lower jaw ; t, the 
radula ; v, the upper jaw ; vent, ventricle of the heart ; visc.per.apert, viscero-pericardial aperture ; 
ar, the viscero-pericardial sac. (ARer Lankester.) 

in the Octopoda there is a large venous sinus on the course of the 
blood returning to the gills : this sinus surrounds the oesophagus 
and salivary glands, the hepatic ducts, the anterior aorta, etc., and 
communicates by a large venous trunk with the great vena cava 
which carries to the gills the greater part of the blood coming from 
the body. In Nautilus the whole visceral cavity is a vast blood- 
sinus communicating with the vena cava by a number of perforations 
in the walls of the latter vessel, in the same manner as, in Aplysia^ 
the abdominal sinus communicates with the afterent branchial vein. 
The vena cava of Cephalopods consists of a principal trunk directed 
antero-posteriorly : this trunk in Nautilus (Fig. 274, v.c) is divided 
into four, and in the Dibranchia into two afferent branchial veins, 
each of which is joined by a pallial and an abdominal vein (Fig. 
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^11^ v.c, p.Vf ab.v). Each afferent branchial vessel and the terminal 
portion of each abdominal vein is enclosed in the cavity of a kidney 
and is covered externally by an excretory glandular coat (Figs. 273, 
as; 277, s,b) which forms the "spongy body" or essential part of 
kidney (see below). Except in Nautilus^ each afferent vessel is 




Fio. 272. 

Ventral view of a male Sepia, obtained by cutting longitudinally the firm mantle-skirt, and 
drawing the divided halves apart, a, anus; Zfr, the single pair of ctenidia; c, carUla^nous 
socket in the funnel, to receive c', the cartilaginous knob of the mantle-skirt,— the two con- 
stituting the " pallial hinge apiMratus " ; C, the head ; g, the azygos genital papilla and 
aperture; t, the valve of the funnel ; J, the fuunel, which has been cut open; m, retractor 
muscle of the head and funnel ; P, the tins ; r, renal papillae ; R, the glandular tissue of the 
left kidney, which has been cut open ; ?, ink-bag ; v.hr, branchial eflferent vessel ; r.br', bulbous 
enlargements (auricles) of the branchial vessels. (From Laukester, after Gegeubaur.) 

expanded at the base of the gill into a contractile glandular swelling 
known as the " branchial heart," which is also provided with a gland- 
ular appendage, the homologue of the pericardial gland of other 
MoUusca (Fig. 277, h.h, a.p). Both branchial heart and appendage 
are contained in the coelom (Fig. 273, c.v) in the Decapoda, but in 
the Octopoda only the appendage of the branchial heart is sur- 
rounded by the pericardial cavity (Fig. 278, ca). In addition to the 
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branchial hearts, a large part of the venous system is contractile, 
and this is notably the case with the vena cava and its two afferent 
branches. 

The venous blood is blue through the presence of haemocyanin, 
which becomes colourless on oxidation (oxyhaemocyanin). The 
pressure of the blood in the arteries of the Cephalopoda is very 
considerable and exceeds that of some Vertebrates: in Octopus it 
amounts to eight centimetres of mercury. In the head of the 







Fio. 278. 

Diflf^ram of the renal sacs, and the veins which ran through them, in Sepia, officinalis ; ventral 
view, the upper walls of these sacs are supposed to have been removed. a.ry glandular renal 
outgrowths ; c&, branchial heart ; cv, capsule of the branchial heart ; np, external aperture of 
the right renal sac ; r.d.v.c, right descending branch of the vena cava ; r.8.v.Cy left descending 
branch of the vena cava ; i;.a.d, right abdominal vein ; v.a.s, left abdominal vein ; v.h.a, vein 
fh>m the ink-bag ; v.c, vena cava ; v.g, genital vein ; v.m, mesenteric vein ; v.p.d^ right pallial 
vein ; v.p.s, left pallial vein ; vj.ky viscero-pericardial sac (dotted outline) ; x, appencGsige of the 
branchial heart; y, y', the left and right reno-pericardial orifices. (From Lanketter, after 
Vigelius.) 

Dibranchia there is a lymphatic gland near each eye : this gland is 
known as the "white body" (Fig. 268, w.h) and is the remains of 
a degenerate portion of the central nervous system of the embryo. 

The branchiae or ctenidia are situated in the pallial cavity on 
either side of the visceral mass. They originate posteriorly in the 
embryo, between the mantle and the foot (Fig. 267, gi\ and after- 
wards sink in towards the bottom of the pallial cavity where their 
axes are inserted (Figs. 272, Bt] 276), their free ends pointing 
towards the head. Nautilus, the only living representative of the 
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Tetrabranchia, has two pairs of branchiae (Fig. 276). All other 
Cephalopods have a single pair of branchiae, and thus constitute the 
order Dibranchia, much richer in living species than the Tetrabranchia. 
The branchiae are bipectinate (Fig. 272, J?r), but in some Dibranchia 
the two sides of the organ are somewhat unequal in size. A 
branchia is composed of lamellae whose number varies in different 
forms, being least in the Octopoda, in which the axial branchial cavity, 
separating the two rows of lamellae, is excessively developed. 
Each branchial lamella is thrown into transverse folds, which are 
in turn folded, so that the respiratory surface is largely increased. 




Diagram showing tlie relations of the four nepbridial sacs, the yiscero-pericardial aac, and 
the heart and large vessels in Nautilus ; ventral view. a.b.v, advehent branchial vessel ; tuOf 
cephalic aorta; e.v.b, efl'erent branchial vessel; nepky the two left renal sacs, each with its 
inoiependent aperture ; r.e, glandular enlarged walls of the advehent branchial vessels (two 
small bodies in each renal sac ; and one large body on each of the four vessels, in the vificero- 
pericardial sac) ; f.c, vena cava : vent, ventricle of the heart ; viMc.per.apert, arrow introduced in 
the left aperture of the viscero-pericardial sac ; x, viscero-pericardial sac (the dotted line indi- 
cates its ciackward extension, vide Fig. 270, z). (After Lankester.) 

The branchiae are not ciliated, as they are in other Mollusca, the 
contractions of the muscular mantle sufficing to produce a current of 
water sufficient for respiration. The rate of the respiratory move- 
ments of the mantle is variable, and is generally quicker in the 
Decapoda than in the Octopoda. 

In Nautilus (Fig. 276) the branchiae are free throughout their 
extent, but in the Dibranchia they are attached dorsally to the 
mantle by their afferent borders (Fig. 272). A special glandular 
organ, whose function is not exactly known, is situated along the 
line of attachment : it receives the blood which, having circulated 
through the nutrient vessels of the gill, has to pass through the 
kidney along with the venous blood from the mantle, to be returned 
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thence into the respiratory vessels of the branchia for oxygenation 
before it is finally carried to the heart. 

3. Excretory Apparatus, — The coelom of the Cephalopoda is very 
extensive. It comprises the gonocoele and the pericardial coelom ; 
these cavities communicate freely with one another (Fig. 252, coe) 
and are only separated by an incomplete septum, which is atrophied 
in Sepia, In Nautilus this coelom extends into the aboral region of 
the body and its genital division — which communicates with the 
pericardial division by three orifices in the septum — passes into the 
dorsal region and extends nearly as far forward as the middle of the 




Fio. 276. 

View of the ventral surface of a male Naui'dxts^ the mantle-skirt being completely reflected 
so as to show the inner wall of the sub-pallial chamber and the four ctenidia and the foot cut 
short, a, muscular band, passing from the funnel to the integument ; ai», anus ; e, mantle- 
skirt ; l.tpy aperture of the rudimentary left spermiduct ; nephM, aperture of the left anterior 
kidney; neph.p, aperture of the right posterior kidney; oi/, protective papilla of the osphra- 
dinm ; pe, iienis ; viK.per^ left aperture of the viflcero-pericardial sac ; x, post-anal papilla. 
(After Lankester.) 

oesophagus (Fig. 270, z). But the pericardial coelom is a flattened 
ventral cavity situated immediately beneath the body- wall : it contains 
the heart with its four auricles (Fig. 274) and the pericardial glands 
or portions of the follicular glandular appendages of the branchial 
vessels. In the Dibranchia, the coelom of the Decapoda contains 
the heart, the gonad, and the branchial hearts with their glandular 
appendages (pericardial glands. Fig. 273, c.6, a;), but it is so much 
reduced in the Octopoda that it contains only the gonads and the 
appendages of the branchial hearts, its anterior part having dis- 
appeared (Fig. 278). 

In the Decapoda the coelom forms a vast pouch, with a 
constriction between the posterior or genital division and the 
anterior pericardial division, and it is produced into lateral annexes 
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for the lodgment of the branchial hearts (Fig. 273, c.v). In the 
Octopoda the anterior division no longer exists ; the genital capsule 
is connected with the capsules of the appendages of the branchial 
hearts by long canals (Fig. 278, ad\ and even these are suppressed 
in Philonexis and Argonauta, 

In all Cephalopods each of the two divisions of the coelom is in 
open communication with the exterior. In the Dibranchia this com- 




y.T7. 
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Fio. 276. 



View of the ventral surface of a female Nautilus, tlie niantle-skirt being completely reflected 
«o as to show the inner wall of the sub-pallial chamber (compare Vkith Sepia^ Fig. 272). a, 
muscular band paBsing fh)m the flinnel to the Integument ; on, anus ; 6, valve of tne funnel ; 
c, the mantle-skirt retroverted ; g.n, nidamental gland ; l.(yr, aperture of the rudimentarv left 
oviduct ; ntph.a, aperture of the left anterior kidney ; iieph.p, aperture of the left posterior 
kidney; oi/, protective papilla of the left osphradium ; r.ov, aperture of the right oviduct ; 
tnac.per, left aperture of the viscero-pericardial sac ; x, post-anal i>apilla. (After Lankester.) 

munication is effected through the kidneys : there is a reno-peri- 
cardial canal on either side which opens into the cavity of the kidfney, 
more or less close to its external orifice (Figs. 273, y ; 277, r,p). But 
in Nautilus the pericardium opens directly to the exterior by means 
of two symmetrical orifices situated close to the posterior renal 
apertures (Fig. 276, viscpei') ; these must be regarded as the orifices 
of the reno-pericardial ducts which have migrated to the surface. 
In the Octopoda, in which the pericardial division of the coelom 
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has disappeared, the anterior extremities of the capsules of the 
branchial hearts communicate with the kidneys (Fig. 278, r.^). 

The renal capsules are thin- walled and somewhat voluminous 
sacs in all the Cephalopoda. In Xautilus they are four in number, are 
ventral and superficial, and have no communication with one another 
or, as has been explained, with the pericardium. Each of the four 
capsules has its own simple slit-like orifice (Figs. 275 and 276, 
neph.a^ neph.p\ and each contains a small portion of the glandular 
appendages of the afferent branchial vessels, the appendages being 
formed by ramifications of these same vessels, covered by an 
excretory renal epithelium. The appendages situated on the other 



v.c v.n 




Heart, kidneys, and gills of Spirula, ventral aspect, cua^ anterior aorta ; db.v, abdominal 
vein; a.p, branchial heart-appendage; a.i% afferent branchial vessel; au^ Iieart-auricle ; b.h^ 
branchial heart ; b.n, branchial nerve ; e.v, efferent branchial vessel ; g^ gill ; g.a, genital artery ; 
jf junction of the visceral nerves ; k, kidneys ; fc,o, kidneys opening ; p.a, pallial arteries ; p.v, 
pallial vein ; r.p, reno-pericardial opening ; «.b, spongy renal glandular iKHlies ; r.c, vena cava ; 
ven, heart-ventricle ; v.n, visceral nerve. (After Huxley and Pelseneer.) 

side of these vessels, in the pericardial coelom, are also excretory 
organs, and constitute the pericardial glands. 

In the Dibranchia there are two renal capsules, also ventral and 
superficial ; these two kidneys are attached to one another in the 
median line in the Octopoda, and they communicate to a gi*eater or 
less extent with one another in the Decapoda, with the exception of 
Spinila (Fig. 277, k). In the majority of the Decapoda the renal sacs 
extend as far as the lower surface of the shell, on the anterior or 
physiologically dorsal side, and are traversed in this region by the 
hepatic ducts. Each contains one of the two divisions of the vena 
cava (Fig. 273, r.s.v.c, r.d.v.c) as well as the terminal part of the 
abdominal vein. All these vascular trunks are covered by spongy 
glandular appendages (Fig. 273, a.r), whose structure is similar to 
that of the corresponding parts of the renal organs of Nautilus -y these 
appendages constitute the secretory portion of the kidneys. The 
external orifices of the renal sacs of the Dibranchia are situated 
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at their cephalic extremities ; they are symmetrically disposed on 
either side of the rectum (Fig. 272, r), on the somatic wall of the 
pallial cavity, and are more or less close to the pallial aperture, 
being further from the aperture in Oinmatostrephes (Oigopsida) than 
in Sepia (Myopsida). In the Decapoda Myopsida the renal orifices 
are situated on prominent papillae. 

The excretory products of the Cephalopoda consist, in part at 
least, of solid concretions, and do not contain uric acid, but chiefly 
guanin. 

The appendages of the branchial hearts of the Dibranchia (Fig. 
273, x) correspond morphologically with the pericardial glands of 
other MoUusca. The glandular investment of the branchial hearts 

is also excretory, experi 



o.a 



ment having shown that it 
plays the same physiological 
part as a pericardial gland. 
4. Neinnyus System, — In 
all the Cephalopoda the 
essential parts of the 
nervous system are cen- 
tralised in the head, round 
the initial part of the oeso- 
phagus (Fig. 271, nx). In 

Diagram of the coelom or a remale Uctopoct, as seen \^ *^., ,i~ / .. 

from the ventral side. a.d, the so-called aquiferous JSautUUS the concentration 
duct; a. 
branch! 




Fia. 278. 
Diagram of the coelom of a female Octopod, as seen 



a.p, appendage of the branchial heart; h.h, 
lal heart ; ca^ capsule of branchial heart ; g.c^ 



of the nerve -centres is less 



genital coelom (gonocoele); o, ovary; o.rf, oviduct; than in the Dibrauchia, each 
o.g, oviducal gland ; o.o, oviducal orifice ; r.j), reno- . , . , . 

pericardial orifice. (After Brock.) pair of CCUtreS With itS COm- 

missure being represented 
by a ganglionic half-hoop. Of the three half-hoops forming the 
central nervous system, one, the cerebral, is dorsal, and the two others 
are continuous with it and ventral. The more anterior ventral half- 
hoop is the pedal centre, the more posterior the visceral. The pedal 
centre innervates the funnel and the circumoral appendages, the pedal 
origin of these organs being demonstrated by this innervation in 
the adult. In the female each of the two large ner\'es passing to 
the interior ventral series of tentacles bears a large ganglion at the 
point where it breaks up into branches to supply the supposed 
olfactory or lamellar organ (Fig. 280, x, y). The visceral centre 
gives off nerves to the mantle, the branchiae, and the viscera, the dis- 
tribution of these nerves being analogous to that of the Dibranchia 
described below. Finally, the dorsal or cerebral centre gives off nerves 
to the eyes, the otocysts, the lips, etc. A labial commissure is also 
present, arising by a double root (Fig. 279, YIII) from the cerebral 
centre and passing below the sub-radular organ ; and as is the 
case in the Polyplacophora, the Aspidobranchia, and the Scapbopoda, 
the stomato-gastric commissure arises from the labial commissure in 
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all Cephalopods. In Nautilus the stomato-gastric commissure passes 
under the pharynx immediately behind the radula and bears a 
buccal ganglion (Fig. 279, VII) on either side. 

In the Dibranchia the nerve-centres are much more completely 
enclosed in the cartilaginous cephalic capsule than in Nautilus^ and 
consequently many nerves — notably the pallial nerve — traverse the 
cephalic cartilage at their origin. The cerebral centres themselves 
appear externally to be unpaired, and in the Decapoda they are 
divided transversely into a small anterior (Fig. 282, III) and a 
large posterior lobe, the latter being separated by some considerable 
distance from the former in various Oigopsida, such as Ommato- 
strephes (Fig. 282, IV), Spirula^ etc., but the distance is less in Sepiola 




Yiil 

Fio. 279. 

NautUits^ central nervoas system, left-side view. I, radiila ; II, stomato-gastric commissure ; 
III, cerebral ganglion, with the optic nerve in section ; IV, visceral ganglion ; V, oesophagus ; 
VI, pedal ganglion; VII, stomato-gastric ganglion; VIII, root of the labial commissure; IX, 
labial commissure ; X, " tongue " ; o, otocyst. 

and Loligo, and is very small in Sepia. These two lobes are united 
by a pair of slender connectives, which are sometimes fused together 
for a certain distance. In the Octopoda, on the other hand, the 
cerebral mass is apparently single, the two lobes above mentioned 
being intimately fused together, and their limits are barely indicated 
by a transverse furrow, behind which is the posterior lobe with six 
longitudinal furrows on its surface. The cerebral centres of all the 
Dibranchia give off a large optic nerve on either side, each nerve 
expanding to form a very large ganglion, whose size is greater than 
that of the whole mass of the cerebral centres. As in Nautilus^ a 
labial commissure is given off from the anterior part of the cerebral 
centres (Fig. 279, IX), and the stomato-gastric commissure originates 
from the labial commissure. Finally, the cerebro- pedal pair of 
connectives issues from the anterior part of the cerebral mass ; 
these connectives are simple in the Octopoda (Fig. 281), but in the 
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Decapoda there are two on each side, namely, the cerebro-pedal and 
the cerebro-brachial. The ventral or sub-oesophageal nervous mass 
is formed by the visceral and pedal centres : these are fairly closely 
united together (as they are, for instance, in Helix), and are only 
separated in the middle line to admit of the passage of an aortic 
vessel which nms dorsad of the visceral and ventrad of the pedal 
centres ; a similar arrangement occurs in sundry Gastropods. 

The pedal ganglia are divided transversely into two distinct pairs, 
the anterior or brachial and the posterior or pedal ganglia proper 




Fio. 280. 

Diagram of the nervous system of a female Nautilus pompUius, ventral aspect, oer, cerebral 
ganglion ; m^ nerves to the mantle ; nAnJ.hr^ posterior branchial nerve ; luolfy ol&ctory nerve 
tenninating under the olfactory ijapilla ; n.sup.br, anterior branchial nerve ; n.vi»c^ genito- 
branchial nerve, or chief vinceral nerve ; n.x, nerve accompanying the vena cava, which lies 
between this and the similar nerve of the right side ; olf.p.Pt the right olfkctory papilla ; opt, 
optic ganglion ; ov, the oviduct ; ped, })edal ganglion ; pZ, pallial part of the visceral mnglionic 
commissure ; x and y, ganglion-like enlaivenients on pedal nerves to the median lobe of \jb» 
inner circlet of the circumoral tentacular lobes. (After Ray Laukester and Bourne.) 

(Fig. 282, XII, XIV). This division is most marked in the Oigopsida 
(GmmatostrepheSy Spiruh, Fig. 268,^.^, etc.), but is less mark^ in 
Sepia. In all the Decapoda the brachial centres are divided anteriorly 
into ten large nerves which pass into the arms, and anastomose with 
one another at their bases. These centres also have connectives 
joining them to the anterior and the posterior cerebral lobes (Fig. 
282). In the Octopoda the brachial and pedal centres are much 
more closely approximated (Fig. 281), and the former natiurally give 
off only eight nerves to the eight arms. The brachial nerve-centres 
extend, together with the arms which they innervate, round either 
side of the oesophagus, and in the Octopoda they meet dorsally and 
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are united by a thin supra- oesophageal commissure in the adult. 
The pedal centres proper supply nerves chiefly to the funnel, and 
thus correspond to the dorsal moieties of the pedal cords of 
Rhipidoglossa which innervate the epipodium ; but they also send 
fibres to the brachial nerves, and therefore, in conjunction with 
the brachial ganglia, control the locomotory functions. 

The pleural centres lie on the sides of the posterior part of 
the sub-oesophageal mass; they are but little differentiated and 
scarcely visible externally, and they give off the two great pallial 
nerves (Fig. 281, 'pl). The visceral 
centres are situated on the ventral 
side of the mass, and give off the 
large visceral nerves, which arise 
separately in Spirula and the 
Octopoda, but are more or less 
fused at their origin in Ommato- 
streplies, Sepia, etc. The pallial 
or "stellate" ganglia (Fig. 281, 
gangMell) are secondary centres 
on the course of the pallial nerves, 
and are situated on the internal 
wall of the mantle near its an- 
terior or dorsal border. These 
ganglia are connected by a trans- 
verse supra-oesophageal commis- 
sure, which is slender and is 
formed by the union of the two 
nerves of the pallial siphon in 
Spirula, is larger in sundry other 
Oigopsida (Ommatostrephes, Ony- 
choteuthis, Enoploieuthis, GonatuSy 
Veranya, Thysanoteuthis), is re- 
duced in Ldigo, and is absent in 
the adult Sepiola. This commis- 
sure, together with the two fused 

• V 11* 1 '1. t iMTjeivki view oi \,uo nervuuH ceui>re8 «iia 

nerves Ot the pallial siphon of nerves of the right side of Octopus vulgarit. 

Spirula, represents the two primi- ^;.V^^rthrffi="Tti..r^'^0"^: 




n.vue. 



FiO. 28L 
Tiateral view of the nervous centres and 



. . «h 

Klion ; n.hr, brancni« 

olfactory branch; 

ner\-e ; ped, \ytAa\ ganglion ; pl^ pletual 

ganglion ; viaCy visceral ganglion. (After Lan- 



n.br, brancfiial nerve : n,olf, its supposed 
n.vi9Cy the right visceral 



tive pallial nerves, and is the 

homologue of the pallial cords, 

united by a commissure dorsad Sster?)° 

of the intestine, of Amphineura ; 

whereas the large pallial nerves of the Dibranchia are neogenetic 

structures, evoked by the great development of the mantle 

borders, which are reflected over and finally enclose the sheU, 

and give rise to the fins, etc. In some cases the visceral nerves 

are also united by a commissure in the form of a transverse 
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bend lying near the bifurcation of the vena cava on the dorsal side 
of the rectum : this commissure may be seen in Spirula (Fig. 27 7, f). 
Sepia, and El^don^, and in Ommatostrephes it bears a large ganglion, 
known as the ganglion of the vena cava. In Omvmiostrephfs^ 
Eledone, etc., there is yet another secondary nerve-centre at the 
origin of the brachial nerva 

The stomato-gastric system of the Dibranchia consists of a pair 
of conjoined ganglia situated below the oesophagus and immediately 
behind the buccal bulb (Fig. 282, XIII) ; these ganglia are united to 
the cerebrals (the anterior lobe in the Decapoda) by the intermediary 
of the labial commissure, as has been described above. They give 
off nerves to the alimentary canal, these nerves extending as far 
as the stomach, where they enter a large ganglion, an offshoot from 
which anastomoses with the visceral nerve. 

The structure of the nerve-centres of the Cephalopoda resembles 
that of other Molluscs; they consist of a thick and continuous 
superficial layer of nerve ganglion cells beneath which is a fibrillar 
reticulum formed by the terminations of the centripetal nerve fibres 
and the prolongations of the superficial ganglion cells. These 
fibrillar centres are united by fibrillar connectives — namely, the 
cerebro-brachial, the cerebro-pleural, the pleuro-pedal, the pleuro- 
visceral, and the pleuro-brachial — many of which are short and 
covered over by the continuous layer of superficial ganglion cells. 

The Cephalopoda are well provided with sensory organs, possess- 
ing, in addition to the tactile structures, rhinophores, statocysts, 
and well-developed eyes. The sense of touch is more particularly 
localised in the arms of the Dibranchia and the tentacles of the 
Tetrabranchia. 

In all the Cephalopoda there is an olfactory organ situated near 
and below the eye on each side of the head. In sundry Oigopsida, 
such as CheiroteiUhiSf Cteriopteryx (Fig. 259, o/), it is a projection, some- 
times pedunculated as in Clieiroteuihis and Daraiopsis; in Nautilus 
it is a cavity hollowed out in a tubercle ; more generally it is a 
simple fossa of greater or less depth, as is the case in Sepia and 
the majority of the Dibranchia. The epithelium of this organ 
contains numerous sensory cells, and the nerve supplying it arises 
from the superior frontal lobe of the cerebral ganglion. This nerve 
is at first bound up with and appears to branch off from the optic 
nerve near a little tubercle situated on the latter, but it receives no 
fibres from it. 

In Nautilus the ciliated and lamellar pre-ocular and post-ocular 
tentacles are apparently accessory olfactory organs ; the ciliated 
interbranchial papilla of each side is placed on a sensorial area 
innervated by the fibres of the two branchiae (Fig. 280, n.olf). 
The post-anal papilla (Figs. 275, 276, x) is also ciliated, but is not 
supplied by any special nerve. In the Dibranchia the branchial 
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ganglion of Eledone and Omrnatostrephes occupies a situation analo- 
gous to that of the osphradial ganglion of Gastropoda and Lamelli- 
branchia, but the epithelium overlying it is not sensory. It seems 
probable that an osphradium is not required in the Dibranchia, in 
consequence of the proximity of the olfactory fossa to the opening 
of the pallial cavity. 

The statocysts or otocysts are two in number, and are always 
closed vesicles in adult Cephalopoda ; they are essentially organs of 
equilibration. In NautUus they are situated at the sides of the 
pedal centres (Fig. 279, 0), and are closely applied to the cephalic 
cartilage. In the Dibranchia they are placed ventrally between 
the pedal and visceral centres (Fig. 282, X), and are wholly embedded 
in the cranial cartilage, being separated from one another only by 
a thin partition. The cavity of each otocyst is continued, in the 




Fio. 282. 

Central nervous system and anterior part of the digestive tract of OmmatogtrepheSt lefb-side 
view. I, radula ; II, "anterior" salivary gland ; III, anterior buccal ganglia and commissure ; 
IV, cerebral ganglion ; V, section of the ojjtic nerve ; VI, oesophagus ; VII, left pallial nerve ; 
VIII, "posterior" saliMinr gland ; IX, visceral ranglion and nerve; X, seat of theotocyst«; 
XI, inf\indibular nerve; XII, pedal ganglion; XIII, ttomato-gastric ganglion; XIV, brachial 
ganglion and beginning of the live left brachial nerves; XV, labial commissure; XVI, 
'•tongue" ; XVII, mouth. 

Dibranchia, into a small canal which is buried in the cartilage in 
the Decapoda but not in the Octopoda. This canal, known as 
"Kolliker's canal," ends blindly, and is the remnant of the em- 
bryonic connection of the otocyst with the exterior (Fig. 119, D, ot). 
The internal wall of the otocysts of the Dibranchia is not simple, 
but is raised into several well-marked ridges separated by furrows. 
The sensory epithelium is localised at the anterior end of the organ, 
and forms a macula acustica, and the essential part of the otocystic 
nerve terminates in this macula and in a lateral ridge. The nerve 
originates from the cerebral ganglion and traverses the pedal centre 
obliquely. In Nautilus each otocyst contains numerous otoconia, 
but in the Dibranchia there is a single otolith balanced on the 
principal macula acustica : this otolith consists of an organic and a 
calcareous mpiety, except in Eledone, in which genus it is wholly 
organic. 

The eyes in all Cephalopoda are situated on the sides of the 
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head and are generally sessile. They are, however, pedunculated 
in many embryos (Fig. 290, (8), (9)) and in the adult Taonius (Fig. 
253, e) and other Cranchiidae, and also in some Amphitrettis (Octopod). 
The eye of Nautilus (Fig. 293, «) is an open vesicle with a minute 
aperture (Fig. 6, A) : it is devoid of any kind of refractive apparatus, 
and its internal retinal wall is pigmented throughout. In the 
Dibranchia the cavity of the eye is closed, as it is in the majority 
of Gastropoda, and the ocular globe consists of the same essential 



Jt^ 
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Fio. 283. 



Horizontal section of the eye ot Sepia, or, ai^'entine integument; (\ external cornea; ri, 
ciliary body ; g.o, optic Kanglion : ik, cartilage of the "Iris" ; k, k^, capsular cartilage ; KkI 
cephalic cartilage ; /., lens ; o, optic nerve ; }\ retinal pigment ; Re, lii, external and internal 
layer of the retina ; w, white body. (From Lankester, after Ueusen.) 

parts, viz. retina, cornea, and crystalline lens, with various accessory 
parts added, making it a very complex and perfect organ of vision. 
The ocular globe is applied to the cephalic cartilage, is sometimes 
contained in a more or less incomplete orbit formed by a wing- 
shaped expansion of the cartilage (Sepia), and is provided with a very 
large optic ganglion (Fig. 283, g.o). In the Dibranchia the retina 
occupies the inner part of the ocular cavity, and the rods are turned 
towards the light. The cornea is situated between the two segments 
of the cuticular body forming the crystalline lens (Fig. 283, L) : 
above the more superficial and smaller segment of the lens a fold of 
the integument forms a contractile iris, with a circular (Oigopsida) 
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or oval or often a reniform pupil {Loligo, Sepia, Octopoda, Fig. 
288). A second more superficial fold forms an external false 
cornea, bounding the " anterior chamber " of the eye : the edges 
of this fold are not united in the Oigopsida but surround a wide 
orifice in the optic axis ; in the rest of the Decapoda and in the 
Octopoda the edges of the fold unite and completely close in 
the anterior chamber, but in several cases a very small hole or 
"lacrymal pore" is left (Sepiola, Sepia). Finally, another fold, 
external to the false cornea, forms a transverse or inferior eyelid ; 
this structure is best developed in the Octopoda, in which group 
the eye can be completely covered in by the contraction of the 
circular orifice of the eyelid. 

The retina really consists of a single layer of cells surmounted 
by rods or rhabdomes, but the latter are extremely long, so that 
the retina is very thick., Each rhabdome is in relation to at least 
four retinal cells, whose prolongations extend into its interior, and 
each of these latter is related to two rhabdomes. A limiting layer 
of special cells is formed at the level where the retinal cells are 
joined to the rods. Below this limiting layer pigment is distributed 
through the retinal cells, especially in their lower ends and towards 
their upper extremities : in the dark all the pigment granules are 
collected at the bases of the cells, as in the Vertebrates and 
Arthropoda. 

The cuticular crystalline lens is the product of both the internal 
and external surfaces of the true cornea. Its two segments are 
formed of successive concentric layers. The external segment is 
the less prominent of the two ; the internal segment, which cor- 
responds morphologically to the crystalline lens of Gastropoda, is 
much more convex and larger, but it does not occupy the whole 
of the ocular cavity or "posterior chamber" of the eye. The 
remainder of the cavity is filled by a semi-fluid vitreous body, 
as is the case in the majority of the Gastropoda. The eye of 
Dibranchia can be accommodated for near and distant vision by 
variation of the distance between the lens and the retina; con- 
sequently these animals are never presbyopic. 

In a few genera of Cephalopods there are sensory organs which 
appear to be thermoscopic eyes. They are situated beneath the 
integument, and in Clieiroteuthis grimaldii are found on the ventral 
side of the body and on the dorsal aspect of the fins. These 
organs consist of a large lenticular and highly pigmented chromato- 
phore, beneath which is a flattened nerve-ending, surrounded by 
large transparent cells. 

5. Reproductive Apparatus. — In all the Cephalopoda the sexes are 
separate, and sometimes there is a well-marked sexual dimorphisuL 
As a rule the males are more slender {e,g, Loligo media) or smaller 
than the females, but in Nautilus the cephalic hood and the 
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aperture of the shell are wider in the male than in the female. 
The maximum of sexual dimorphism is found in ArgonauiOy in 
which genus the males are much smaller than the females: the 
latter may attain to fifteen times the length of the other sex, and 
they have an external shell and the characteristic enlargement of 
the dorsal arms (Fig. 301, IV), both of which features are absent in 
the males. Generally speaking, the males are also distinguished by 
the phenomenon of hectocotylisation, which consists in a curious 
modification for copulatory purposes of a part of the pedal circum- 
oral crown (see p. 323). 

It has been shown that the majority of the Cephalopoda are 
hyperpolygynous, that is to say, the males are less numerous than 
the females : thus in some species of Loligo the males are to the 
females as 15 : 100, in Octopus as 25 : 100, and in the six specimens 
of Spimla hitherto examined only one was a male. Nautilus pam- 
pilius, on the other hand, is hyperpolyandrous, but in N. macromphalus 
more females have been found than males. Again, in those Octopoda 
in which the hectocotylus is autotomous, the males appear to be 
more numerous, for as many as four hectocotyli have been found 
in the pallial cavity of a single female. 

The ovary or testis of the Cephalopoda is single and median ; 
it is situated near the aboral extremity of the body in the coelom, 
and is, in fact, nothing more than a projection from the wall of the 
latter cavity (Fig. 252, gg). The gonaducts open into the coelomic 
cavity, without being directly continuous with the gonad (Figs. 278, 
o.df and 286, V, II); they bear accessory glands on their course 
(Figs. 284 and 286, I, VI, VII), and their external apertures are 
on the somatic wall of the pallial cavity (Figs. 275, ^«, Lsp; 276, 
r.ov, Loo). The male duct has no copulatory organs at its extremity, 
but in the Dibranchia a single arm (or two arms in Spirula and 
Idiosepion) and in Nautilus a part of the circumonJ crown is modified 
for the purpose of fertilisation : this modification is temporary and 
periodic in the Dibranchia, permanent in Nautilus, 

The females of nearly all the Oigopsida (Thysanoteuthidae, 
Ommatostrephidae, Onychoteuthidae, Gonatidae, etc.), and of the 
Octopoda with the exception of the Cirrhoteuthidae, are the onljr 
members of the Cephalopoda that preserve the primitive number 
of two functional and symmetrical gonaducts. In them the two 
oviducts originate near the same point in the genital capsule of 
the coelom (Fig. 278), and their external orifices are more deeply 
(aborally) situated in the pallial cavity in those forms in which 
the hectocotylus of the male is caducous. In Nautilus there is 
only a single functional gonaduct, situated on the right side, but 
its left homologue is always present in the form of a rudimentary 
duct known as the " pyriform appendage " (Lankester and Bourne), 
which is provided with an external orifice (Fig. 284, Pyr) but has 



Digitized by LjOOQIC 



THE CEPHALOPODA 



321 



no internal communication with the coelom. The artery of the 
pyriform sac foims a symmetrical pair with that of the right 
gonaduct, so that there can be no doubt as to the homology of the 
former organ. On the other hand, all the male Dibranchia and 
the females of Spinda, the Myopsida and the Cirrhoteuthidae, have 
a single gonaduct, and this always on the left side (Fig. 272, g). 

The ovaries and testes, as well as their ducts, are strictly com- 
parable with one another from a morphological point of view, but 
they differ somewhat in structural details. The ovary is simply 
a portion of the wall of the coelom from which the ova originate. 



R.G.O 



LG.O 




Diagrams of the inale and female generative organn of the pearly NaiUihu, to show the 
relation of the rudimentary duct of the left side to the testis and ovary respectively, and of the 
cardiac ventricle to the organs of both sides. Ventral asjwct. Ac, accesitory gland of the male 
apparatus ; Alb^ albumin iparous gland of the female apparatus ; Fo, foramen in the membrane 
which attach&s the pyriform appendage to the ventricle and to the testis or ovary (this foramen 
places two portions of the viscero-pericardial sac in free communication with one another) ; 
L.G.O, loft genital orifice; N, Needham's sac in the male, In which the spermatophores are 
formed ; 0, ovary ; P, penis ; Pyr, Owen's pyriform appendage, attached by a membrane to the 
ventricle of the heart, and also to the testis or ovary ; R.0.0, right genital oriflce ; T, testis ; 
V, cardiac ventricle, with its four branchial veins. (After Ray Lankester and Bourne.) 

This region generally forms a conspicuous projection, into which the 
coelomic epithelium is deeply invaginated in such a manner as to 
constitute an ovarian cavity communicating with the genital coelom 
by a narrow aperture. The ova that originate from the wall of 
this ovarian cavity are no longer superficial cells of the wall itself, 
but have emigrated below the ovarian epithelium, have grown in 
size, and have come to project into the cavity of the ovary, carry- 
ing the epithelium before them, in the same manner as the ova of 
many Amphineura and of Psevdokellya. The ova which thus lie 
beneath the true coelomic epithelium also become surrounded by 
an interior follicle formed at the expense of the cells in their 
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neighbourhood. This follicle is nourished by an important vascular 
supply, and its surface of contact with the ovum is increased by the 
formation of equatorial and meridional folds (Fig. 285, /o) which 
penetrate into the substance of the ovum and secrete the vitellus. 
This vitellus forms an increasingly large part of the mass of the 
ovum and pushes the formative protoplasm and 
the nucleus up to its narrower pole opposite to 
the peduncle of attachment 

\Vhen mature the ovum acquires a chorion 

with a micropyle, escapes by dehiscence of its 

external envelope into the coelomic cavity or 

genital capsule (Figs. 252, cog; 278, ^.c), and 

passes into the genital duct. In its passage 

through the oviduct the ^^ traverses a more 

Fio. 285. Q^ i^gg voluminous glandular enlargement of the 

.'^Ti^irl'^V^o^^^ duct, situated on the wall of the genital capsule 

/?li'''w' 7'^i^^,ii"»- itself in Kautihis, at the middle of the duct in 

(After Uuxley and Pel- , ^ , , - • /• i j 

seneer.) the Octopoda, near the free extremity of the duct 

in the Decapoda. This glandular enlargement is 
formed of two distinct portions in the Octopoda (Fig. 278, o,g) and is 
feebly developed in Argoiuiuta, whose eggs are protected by the 
external shell. In addition to the true oviducal glands there are 
other accessory glands, unrelated to the genital ducts, in female 
Cephalopods. These are differentiations of the wall of the pallial 
cavity, and occur on the pallial wall in Nautilus (Fig. 270, w), but 
on the somatic wall in the Dibranchia. In the latter order they 
form two distinct masses, one on either side of the rectum, whereas 
in Nautilus they form a continuous mass (Fig. 276, g.n). In certain 
Oigopsida {Knoploieuthis, Cranchia, Leachia) and in the Octopoda 
these organs are absent. In the Dibranchia these " ni«lamentary " 
glands open near the genital orifice, and are generally accompanied 
by a second pair, as, for example, in Sepia: they produce the 
external envelopes of the eggs, formed by an elastic substance which 
hardens rapidly on contact with the water. 

In the male, the testis is the specialised portion of the coelomic 
wall from which the spermatozoa are developed (Fig. 286, III) : its 
structure is comparable with that of the ovary. The spermatozoa, 
when mature, pass through an orifice into the genital capsule 
properly so called, and thence into the spermiduct which originates 
from the wall of this capsule and opens externally into the pallial 
cavity, on the right side in Nautihis (Fig. 275, jt?«), on the left side 
in the Dibranchia (Fig. 286, VIII). Certain glandular pouches and 
a terminal reservoir are found on the course of the spermiduct. 
Nautilus has only one glandular pouch, but in the Dibranchia 
there are, as a result of specialisation, two pouches: (1) the 
vesicula seminalis, which is a simple enlargement; (2) the prostate. 
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The terminal reservoir is known as Needham's sac or the spermato- 
phore sac (Fig. 286, VII). Between the vesicula seminalis and the 
prostate the spermiduct may exhibit a small tubule which opens 
into the coelom (Sepia), and in exceptional cases (Philonexis) the 
deeper part of the spermiduct may be divided into two canals, 
both of which open into the portion of the coelom containing the 
testis. 

The sperm lies free in the initial part of the spermiduct, but 
when it reaches the first glandular pouch it begins to be surrounded 
by a tube-shaped envelope or spermato- 
phore. In the Dibranchia these tubes 
are completed in the interior of the 
prostate, and are then arranged parallel 
to one another in the reservoir or 
spermatophore sac. When mature they 
are passed directly from the genital 
duct into the funnel, the terminal 
papilla of the spermiduct being ex- 
tended for this purpose, and thus they 
enter the hectocotylised arm. Each 
spermatophore consists of an elastic 
tube invaginated into itself ; the deeper 
part of the invagination constitutes the 
spermatic reservoir, and the more ex- 
ternal part, forming the connective, is 
greatly contracted and often coiled into 
a spiral. When the ripe spermato- 
phore is expelled the connective is 
extended and evaginated, carrying in 
its interior the reservoir which causes 
it to burst: the reservoir in its turn 
splits open and allows the spermatozoa 
contained in it to escape. These struc- 
tures, which are comparable to the 
spermatophores of certain 




Pio. 286. 



Male genital organs of Loligo, ven- 
tral aspect. I, seminal vesicle; 11, 
spermiduct; III, testis; IV, genital 
coelomic capsule ; V, origin of the 
1 . spermiduct .in the coelomic genital 

pUimonate capsule ;VI. spermatophore sac ; VII, 

Gastropods, are generally rather smaU; ii'J^^^^j.y^'K^"^^^^"^^^- ^"^^ 
but they attain a length of eight centi- 
metres in Eledojie, and in the Octopoda with an autotomous hecto- 
cotylus, they are as much as fifty centimetres long when unrolled. 
In Nautilus their structure is simpler : they have the form of coiled 
tubes and are little more than thirty centimetres long. 

The organ of copulation in Nautilus is the spadix, in the 
Dibranchia the hectocotylised arm. The spadix of NauiUus is a 
modified region — comparable with the hectocotylus — of the interior 
ventral lateral lobe. The modification is persistent and involves 
four tentacles, which are united to form a projection contained in a 
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common sheath and provided with a circular glandular area : the 
eight remaining tentacles of the lobe are unaltered. The modifica- 
tion usually affects the left side (Fig. 255, ^), but it has also been 
observed on the right. On the side opposite to the spadix the four 
corresponding tentacles are isolated from the other eight and 
constitute the so-called antispadix. In the Dibranchia the 
hectocotylised arm of the Decapoda generally belongs to the last 
pair, counting from the anterior or dorsal face, that is to say, the 
fourth pair of tnie arms, but to the third pair in the Octopoda. 
In the majority of the Oigopsida it is 
the left fourth arm that is hectocotylised 
(Onychoteuthidae, Ommatostrephidae), as 
is the case in Loligo and Sepia ; in liassia 
and Sepiola the fourth left arm is hecto- 
cotylised and the fourth right partially 
so; in Idiosepion and Spirula both arms 
of the fourth pair are hectocotylised, and 
in the last named they are contained in 
a common envelope. In the Octopoda 
the third left arm of Scaeurgus, the third 
right arm of Octopus and Eledone, and 
the second of the right side of CirrhoUuthis 
are hectocotylised. In Enoploteuthis^ 
Eledone, and Octopus the extremity of 
the hectocotylised arm is modified and 
assumes the shape of a spoon ; in Srpia 
the base of the arm is affected, the 
modification consisting in the disappear- 
ance of the suckers; in Idiosepion and 
liossia and Loliolus the suckers disappear 
over nearly the whole length of the arm, 
and in the two first named a longitudinal 
membrane is developed along its exterior 
aspect and abundant mucous glands along 
its internal surface. In some Octopoda 




Fio. '287, 



inK\'hl^lS,%:u™;';:!;t™i ^^<^ hectocotylised arm is still more "pro- 
vi.w. A.ti.othmiannoftheiight foundlv modified, inasmuch as it is auto- 

SKle, or hectocotylus ; i, tunnel; ^ *' mi* i«» ' e -i- 

<i, r^, r3, f4, the first, second, tiiird, tomous. 1 his pcculianty IS found m 
Slthercao?"")^^ the Philonexidae and Argonautidae. In 

which issu.>8 from the <ac when Ocvthoe and Tremociovus the third right 

development :a complote. (From ^ . ,.« , /-r-i. .\ • ^ ^ 

Lankester, after Gegenbaur.) arm IS modified {t Ig. 287, A), lU Argonauto 

the third left; but in all these genera 
the modified arm constitutes a veritable hectocotylus, that is 
to say, a caducous organ. This hectocotylus originates, and 
apparently also is regenerated, in a capsule or cyst in which it 
lies coiled up on itself: being shielded from the light, it is 
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devoid of chromatophorea Eventually the membrane of the 
cyst bursts and remains attached to the dorsal surface of the arm, 
forming the spermatophore sac. The uncoiled arm is pedunculated, 
that is to say, is attenuated towards its base, and it bears at its 
extremity a little pouch (Fig. 287. rr) containing a long filament, 
which is extended prior to the act of fertilisation (Fig. 287, y). The 
spermatophore sac communicates with a canal in the interior of the 
arm, and this canal is continued into the terminal filament and 
opens by an orifice at its free extremity. The hectocotylus when 
detached is able to live and move about for a considerable time, 
until finally it penetrates into the pallial cavity of a female and 
fixes itself in the neighbourhood of the genital aperture. In those 
Dibranchia in which the hectocotylus is not autotomous the 
hectocotylised arm (or arms) is inserted into the pallial cavity of 
the female (Fig. 288, 3) in such wise as to deposit the spermato- 
phores in the terminal portion of the oviduct in Octopus, or to fix 




Fio. 288. 

Copulation of Odopun. Ay the female ; £, the male, /if, (tinnel of the female ; 8, third right 
hectocotylised arm of the male. (After Kacovitza.) 

them in the neighbourhood of the oviducal orifice in Rossia and 
Sepiola, In Sepiii and Loligo the spermatophores are simply deposited 
on the ventral lobes of the buccal membrane, and in NatUilus they 
are deposited on the folded lamellae on the ventral side of the 
buccal orifice (Fig. 255, m). 

The eggs are laid shortly after copulation. In Nautilus they are 
laid singly, each egg being about four centimetres long and surrounded 
by two thick shells, the outermost of which is partly open (Willey). 
In the Dibranchia the eggs are aggregated together, but in the 
Octopoda and in Sepia, Sepiola, and Bossia each egg has a separate 
envelope, whereas they are united to form longer or shorter gela- 
tinous strings, which are joined together and fixed by one extremity 
in Loligo, but are single and floating in the pelagic Oigopsida. In 
Eledone only about sixty eggs are laid at one time, in Octopus more 
than a hundred, and some species of Loligo lay more than 40,000 
eggs. Some Octopods are incubatory : the female Argonauta, for 
example, protects the eggs in the shell peculiar to her sex. 
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III. Embryology. 

Our knowledge of the embryology of Cephalopoda is confined to 
the Dibranchia, the development of NautUus being unfortunately 
still unknown. The ovum is remarkable, even in the cases of 
NautUus and the ovarian ovum of Spirula (Fig. 285), for the 
enormous quantity of yolk contained in it. In contrast to all 
other Mollusca, the segmentation is incomplete : at no period does 
the ectoderm completely cover in the vitelline mass, so that there 
is no proper blastopore, or rather the blastopore is enormous and 
is represented by that part of the vitellus that is not covered by 
ectoderm (Fig. 290, (2), (3), e). This peculiarity in the development 
of Dibranchia, however, is only an exaggeration of the phenomena 
observable in the epibolic ova, provided with an abundant yolk, of 
certain Gastropoda (Fig. 10, B), and it has been shown that in the 
archaic Dibranchia (the Oigopsid Cephalopod of Grenacher, Fig. 
119, D, li) the quantity of yolk is less than 
in the other members of the order, and that 
the ectoderm extends much farther over it. 

As the formative protoplasm is localised 
at the narrower end of the egg, the segment- 
ation is restricted to this end (Fig. 289, bl\ 
and results in the formation of a germinal 
disc or embryonic area. In the course of 
subsequent development the embryo is like- 
wise restricted to this end, and never covers 

on/^^""^ ^ the whole surface of the vitelline mass, on 

Fio 289. which it appears to be seated (Fig. 291). 

Eg« of Loiiyo in the first The extent of the embryonic area and of 

segmeiitauon stage, bi, the the ffcc surface of the yolk are in inverse 

four hrst bla8t<iniere.s ; I't, . . "^ i . »•■ 

vitellus. (Alter Watase.) ratio to ouc another : the external vitelline 
mass is smaller in Loligo than in Sej/Uty 
smaller still in Argonauta, and reduced to a minimum in the 
Oigopsida (Fig. 119, D). 

The embryonic area forms the ectoderm : the so-called peri- 
vitelline or yolk membrane is formed as a proliferation of cells 
from a limited part of the periphery of the ectoderm, the region 
of proliferation marking the anal side. The cells thus formed 
migrate over the whole surface of the yolk and form a layer of 
scattered nuclei investing it (Fig. 290, (7), /t). At a later period 
the same anal edge of the periphery of the embryonic area gives 
rise to a second cellular layer, the endoderm : it is at first crescentic 
in shape, but subsequently becomes ring-shaped, and eventually 
forms a continuous circular sheet below the ectoderm (Teichmann). 
At a still later period the ectoderm gives rise to cells constituting 
the genital rudiment and other mesodermic elements : these cells 
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also originate at the anal side of the blastoderm, behind the place 
where the shell gland is formed externally, and extend in the form 
of a crescent, right and left, between the ectoderm and endoderm, 
toward the anterior part of the blastoderm. After the mesoderm 
has been established in this manner, a thickened specialised portion 
of the endoderm constitutes the rudiment of the mesenteron and 
forms a little vesicle lying close upon and widely open to the 
yolk, and situated in the middle line, below the posterior part of 
the mantle, between the rudiments of the two branchiae (Fig. 
290, (6), r). This vesicle is the rudiment of the alimentary tract : 
it ultimately gives rise to the stomach, the two lobes of the 
liver (which are separate from the first), and the intestine (Fig. 
290, r). 

The oesophagus and its annexes, viz. the radula, the salivary 
glands, etc. (Fig. 290, (7), /, 5), are formed by a precocious stomodaeal 
invagination, and the anus is formed later, by an excessively short 
proctodaeal invagination. Thus the mouth arises relatively near to 
the nutritive or vegetative pole, as it does in other Mollusca, and 
the less abundant the yolk, the nearer it is to the vegetative pole, 
as in the Cephalopod of Grenacher (Fig. 119, D). 

The mantle arises in the middle of the embryonic area (Fig. 257, 
'pa), and in its centre is the shell gland, but the borders of the latter 
structure are reflected inwards and approach one another to form 
the shell sac. In certain highly differentiated Octopoda (Argonauta, 
Ray Lankester) the shell sac disappears before it is closed up, but 
in the Decapoda, with the exception of Sj^mda, it is completely 
closed, and it grows pari jyassu with the mantle (Fig. 290, t\ while the 
shell develops within it. Posteriorly to the mantle, between it and 
the epipodium, appear the bud-like rudiments of the branchiae (Fig. 
290, (6), n), and the folds that form the branchial lamellae gradually 
make their appearance and become in their turn folded. As 
development advances the pallial ca\'ity becomes deeper, and the 
branchiae are gradually covered by the mantle. 

Throughout the earlier part of embryonic life the cephalic mass is 
excessively large (Fig. 290, (8), (9)), but its preponderance insensibly 
diminishes in subsequent stages. This cephalic mass is formed by 
the antero-lateral regions of the embryonic area, and it bears the 
rudiment of an eye at each posterior corner (Fig. 290, (9), d). 

During these earlier phases of embryonic development the 
mouth is not in any sense surrounded by the circumoral append- 
ages. The foot, in fact, is at first formed by the lateral and 
posterior borders (Fig. 257, 1, 2, 3, 4, 5) of the embryonic area, 
and these borders are rapidly divided into ten projections in the 
Decapoda, or eight projections in the Octopoda and the Cephalopod 
of Grenacher (Fig. 119, D). But in the course of development 
these lobes, while they grow in length, also advance gradually 
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along the sides until the most anterior of them reach the mouth 
(Fig. 291), and becoming united in front of it, eventually surround 
it completely. 

A paired epipodial outgrowth, the origin of the funnel, is formed 
early in development : its two posterior lobes become prominent and 
bend inwards toward one another (Fig. 290, y), thus establishing the 
condition which is permanent in the adult NaviUus (Fig. 276), but 
finally, in the Dibranchia, they fuse together completely and form a 
perfect tube. 

All the nervous centres — the cerebral, optic, visceral, and pedal 
— are formed separately as proliferations of the ectoderm. The 
pedal centres give rise, by subdivision, to the ganglia of the arms. 
The eyes (Fig. 292, A, B) and otocysts originate as invaginations 
of the ectoderm, which eventually close up. The otocysts arise 

Fio. 200. 

Development of Loligo. (1) view of the cleavage of the egg during the flrat formation of 
embryonic cells. (2) lateral view of the egg at a little later stage ; a, limit to which the layer 
of cleavage-cells has spread over the e^ ; 6, portion of the ecg as yet uncovered by cleavage- 
cells ; ap, yolk membrane cells ; kp, cleavage-pole where first cells were formed. (S) later 
stage, the limit a now extended so as to leave but little of the egg-surfkce (b) unenclosed ; d, 
eyes ; e, mouth ; u, mantle sac. (4) later stage, anterior surface, the emoryo is becoming 
nipiied ofl* from the yolk sac (g). (A) view of an embryo similar to (3) from the cleavage-pole or 
centro-dorsal atea. (6) later stage, posterior surface. (7) section in a median sagittal plane 
of an embryo of the same age as (4). (S) view of the anterior fkce of an older embryo. (9) view 
of the posterior face of an embryo of the same age as (8). Letters in (3^ to (9) :— a, lateral fins ; 
b, mantle-skirt ; c, supra-ocular iin'aginatinn to form the ** white body " ; d, the eye ; e, the 
mouth ; ep, outer layer of the embryo ; /i, /^, p, /4, /», the five paired processes (arms) of the 
foot ; g, rhythmically contractile area of the yolk sac ; h, dotted line showing internal area 
occupied by yolk ; A:, first rudiment of the funnel ; /, sac of the radula ; m, stomach ; nuf, 
mesodenn ; n, rudiments of the gills ; o, the otocysts ; p, optic ganglion ; q, distal portion of 
the ridges which form the funnel ; r, vesicle-like rudiment of the intestine formed independ- 
ently of the parts connected with the mouth ; «, rudiment of the salivary gland ; t, the closed 
shell sac ; n, the open shell sac, formed by an uprising ring-like growth of the central dorsal 
area ; v, the mantle-skirt commencing to be raised up around tlie area of the shell sac. (After 
Lankester.) 

laterally on the sides of the foot outside the epipodium (Fig. 290, 
(6), o) ; they close up at a relatively late period, often retaining a 
rudiment of the original external canal, and then approach one 
another till they come in contact in the median line. When the 
ocular cavity is closed, the external part of the crystalline lens is 
formed separately from the internal segment At the sides of 
the optic ganglia a pair of cellular masses, formed by ectodermic 
invaginations, becomes the white bodies of the adult (Fig. 290, c) ; 
they are the relics of a pair of embryonic ganglia (lateral cerebral 
lobes). 

The coelomic cavity is hollowed out in the mesoderm as two 
symmetrical spaces, right and left of the intestine ; it gives rise to 
the kidneys and the pericardium. The two kidneys are formed 
independently of one another in their definitive positions. The 
heart is also formed from the pericardial wall as two paired 
rudiments. Finally, a portion of the coelomic wall gives rise to 
the gonad. 
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The vitelline mass diminishes insensibly during the growth of 
the embryo, and is for the most part absorbed at the time of 
hatching. The yolk sac is independent of the stomach, and is only 
in contact with it over a small area in the middle line. 




Fig. 291. 

Enibrj'o of S^t^Aa qffin ncUis, on its vltelliis, left-side view, an^ anus ; br, gill ; iJo.ly invmglna- 
tion of the lateral cei^bral lobe ; na, fin ; pa, mantle ; vif, vitellus. I, II, III, IV, V, the five 

left arniH. 

IV. Bionomics and Distribution. 

All the Cephalopoda are marine, and very active animals. They 
swim rapidly by expelling the water from the pallial cavity through 
the funnel, sometimes with so much violence that they can spring 
for some distance out of the water {Ommatosirephes), The fins 
of the Dibranchia are organs of balance rather than of locomotion. 
All the Cephalopods are in the highest degree carnivorous : many 




Fio. 292. 

Diagrams of sections allowing the early stage of development of the eye of Loligo, when it 
is, like the permanent eye of y an tilus, an open sac. A, first appearance of the eye as a nng- 
like upgrowth ; B, ingrowth of the ring-like wall so as to form a sac, the primitive optic 
vesicle. (After Lankester.) 

of them destroy a large number of edible fish and Crustacea, but, on 
the other hand, many of the pelagic forms fall a prey to the toothed 
whales. 

Some Cephalopods attain to a very considerable size : the bodv 
of some species of Architevihis, without the head, may measure two 
and a half metres in length, and when the head and extended 
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tentacular arms are taken into account, they may be from twelve to 
eighteen metres long. Hence these Mollusca have given rise to 
various fabulous tales, and they have been known by man from 
the remotest periods of antiquity, as is evidenced by their representa- 
tions on some of the most ancient monuments from Mycenae, Egypt, 
and Greece. 

In the present day some four hundred species of Cephalopoda 
are distributed throughout all the seas of the world. Some species, 
especially those with a short and rounded pallial sac, such as the 
Octopodidae and Sepiola, are strictly littoral — indeed Sepioln and also 
Eossia are fossorial in habit. Other species are inhabitants of the 
open sea, and among these various forms of Oigopsida dwell in 
great depths: Spirvla is found down to 1000 fathoms; Cranchia 
and Bathyteuthis down to 1700 fathoms; Histiopsis at a depth of 
nearly 2000 fathoms; Calliteuthis at 2200; arid Chdroieuthis 
down to 2600 fathoms. Many of these deep-sea Oigopsida are 
luminous. 

The history of the Cephalopoda extends back to the remotest 
geologiciil times. Orthoceras and other forms allied to Nautilus^ but 
as yet uncoiled, are abundant in the most primitive Palaeozoic 
formations. The subdivision of the Ammonitoidea, related to the 
Tetrabranchia, is distributed from the Devonian to the end of the 
Secondary period. The Dibranchia do not appear till the end of 
the Secondary epoch, during which they were characteristically 
represented by the Belemnitidae, a group which, like the Ammoni- 
toidea, became nearly completely extinct at the end of this period. 



V. Revikw of the Orders, Sub-Orders, and Families 
OF THE Cephalopoda. 

The class Cephalopoda comprises two orders, the Tetrabranchia 
and the Dibranchia. Palaeontology, as well as morphology, shows 
that the Tetrabranchia (Nautilus, etc.), that is to say, the Cephalopods 
with multiple branchiae, auricles, and kidneys, and with an external 
chambered shell, are the most archaic. The Dibranchia are more 
specialised, inasmuch as they have lost the anterior branchiae, 
auricles, and kidneys, and their shell has become rudimentary. 
The earliest Dibranchia were descended from rectilinear forms with 
a multilocular external shell devoid of a rostrum, and they gave 
rise in turn to Spirula, the Belemnitidae, and the allied Oigopsida. 
From the last named were derived, as the result of a yet more 
profound specialisation, on the one hand the Myopsida, on the other 
hand the Octopoda, by the loss of the tentacular arms (already so 
much reduced as to be almost lost in some Oigopsida), and by the 
more and more complete atrophy of the shell. 
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Order 1. Tetrabraachia, Owen. 

In these Cephalopoda the whole of the visceral mass is protected 
by an external, multilocular, siphunculated shell, which may or may 
not be coiled ; only the last compartment of the shell is occupied 
by the body of the animal. The head bears numerous appendages 
in the form of pedal tentacles, which are retractile within sheaths 
(Fig. 293, it). The funnel is formed of two separate moieties. There 
are four branchiae, and four kidneys without reno-pericardial orifices. 
The pericardium opens directly to the exterior. The cephalic 
cartilage is wholly situated on the ventral side of the oesophagus 
(Fig. 270, K) and only supports the ventral part of the nervous 
centres. The eyes are open and have no crystalline lens (Fig. 6, A). 
The Tetrabranchia comprise two sub -orders, the Nautiloidea and 
the Ammonitoidea. 

Scb-Order 1. Nautiloidea. 

This group is distinguished from the Aniinonitoidea by the initial 
chamber, which is in the form of an obtuse cone bearing on its summit a 
*' cicatrix," elongated dorso-ventrally and situated opposite the extremity 
of the blind end of the siphuncle : it is probable that the aiphuncle passed 
through this cicatrix on emerging from a true initial chamber or proto- 
conch, which may have been uncalcified or caducous. The sub-order 
comprises nearly 2500 fossil species, but only a few living species of the 
genus NaMiilm, In certain fossil forms the aperture of the shell may be 
contracted to such an extent that the animal was probably able to protrude 
only the appendages of the circumoral crown, but not its head. These 
contracted apertures are said to be " composite " when they have lobes of 
different form, as in GompJwceras, Phra{jmocera9^ etc In these a{)ertures 
the ventral part, corresponding to the funnel, is separated from the rest 
by a constriction, and constitutes the " hyponomous sinus " ; the remainder 
of tlie aperture is more or less lobate and corresponds to the external 
parts of the circumoral crown. The shell may attain to a length of two 
metres {Emloceras). 

Family 1. Orthoceratidae. Shell straight or slightly curved, with 
a simple aperture, a large terminal chamber, and a cylindrical siphuncle. 
Genera — Orthocerasy Breyn ; from the Silurian to the Trias. BcUtocertis, 
Holm ; Silurian. Family 2. Actinoceratidae. Shell straight or 
slightly curved, with a wide siphuncle contracted at the level of the 
septa by rings or swellings. Genera — Actinoceras, Bronn ; from the 
Silurian to the Carboniferous. Discosorus, Hall ; Silurian. Huronia^ 
Stokes ; Silurian. Loxocera^, MacCoy ; from the Silurian to the Carbon- 
iferous. Family 3. Exdoceratidae. Shell straight, with a wide 
marginal siphuncle, the siphuncular necks produced into tubes which 
fit into one another. Genera — Eiidoceras, HaJl ; shell straight ; from the 
Silurian. Family 4. Gomphoceratidae. Shell globular, straight or 
arcuate, the aperture contracted to the shape of a T. Genera — Gompko- 
cerasy Sowerby ; Silurian. Phragmoceras, Sowerby ; Siluriaa Family 5. 
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AscocERATiDAE. Shell straight, ampuUiforni ; the summit truncated ; 
the terminal chamber occupies nearly the whole length of the shell on 
the ventral side. Genera — Ascocera^^ Barrande ; Silurian. GlossoceraSj 
Barrande; Silurian. Family 6. Poterioceratidae. Shell straight or 
curved, fusiform, contracted at the two extremities ; the aperture simple ; 
the siphuncle contracted at the levels of the septa. Gtenera — Poterioceras, 
MacCoy ; from the Silurian to the Carboniferous. Streptocercm, Billings ; 
Silurian. Family 7. Cyrtoceratidae. Shell slightly curved ; the 
aperture simple ; the siphuncle wide and the septa approximated. Genus 
— CyrtoceraSy Goldfuss ; Devonian. 
Family 8. Litditidae. Shell 
coiled in one plane with the ter- 
minal part uncoiled ; the aperture 
contracted. Genera — Lituites^ Bar- 
rande ; Silurian. Ophidioceras, 
Barrande ; Silurian (Fig. 261, A). 
Family 9. Trochoceratidae. 
Shell helicoidally coiled; dextral 
or sinistral ; the last whorl gener- 
ally uncoiled. Genera — Troclw- 
ceraSf Barrande ; Devonian. 
Adelphocerasj Barrande ; Devonian. 
Family 10. Nadtilidae. Shell 
coiled in one plane ; the aperture 
wide and simple ; the siphuncle 
central Genera — Nautilus^ Lin- 
naeus (Figs. 270 and 293) ; four 
living species are known from the 
Indian and Pacific Oceans : they 
are gregarious, nocturnal animals, 
living at some depth. Trocholites, 
Conrad ; Silurian. GyroceraSy de 
Koninck ; from the Silurian to 
the Carboniferous. Hercoceras, 
Barrande ; Silurian. PtenoceraSy 
Hyatt ; Devonian (Fig. 
Discitesy MacCoy ; Carboniferous. 
Family 11. Bactritidae. Shell straight, conical ; the siphuncle narrow 
and marginal, and the siphuncular necks long and infundibuliform ; 
septa united to the shell by an undulating line. Genus — BactriteSy 
Sandberger ; Silurian and Devonian. 




Fio. 293. 

XautUuf macromphalus creeping on a horizon. 
t«l surface, anterior view, a.o.t, anterior ophthal- 
mic tentacle ; f, eye ; /jo,hood ; in, iufuudibiilum ; 
OCT "Dn' ?"'• nuchal part of the mantle; ji.o.t, i)ost*»rior 
ZDI, l5j. ophthalmic tentacle; «/i, shell. (After Willey.) 



Sub-Order 2. Ammonitoidea. 

The Ammonitoidea are distinguished from the Nautiloidea by their 
initial chamber, which is spheroidal like that of the Belemnitidae and 
Spirulidae ; by their siphuncle, which is narrow and simple, whereas that 
of the Nautiloidea is wide, but often reduced in diameter by internal 
deposits ; by their septa, which are generally convex on the side nearer 
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the aperture, instead of being concave as in the Nautiloidea ; finally, by 
the sutures (intersections of the septa with the shell), which form a more 
or less complex sinuous line, instead of being simple as in the 
Nautiloidea. 

Although the Animonitoidea have a globular initial chamber which is 
absent in Nautiloidea (though it may possibly be present but caducouB or 
not calcified in the latter group), their shell has the same structure as that 
of NautihiSy and was indisputably external. The chamber containing the 
body of the animal is very deep, more so than in Nautilxis, Like the 
Nautiloidea, the Ammonitoidea did not possess an ink-sac. A consider- 
able number of Ammonitoidea resemble such Nautiloid forms as 
Gomphoceras, Phrcujmoceras^ etc., in having a contracted aperture, indicat- 
ing an analogous structure of the cephalopedal organs : such contracted 
apertures may be seen in Arcestes, Lobites^ Stoliczkaioj and especially in 
Stepha7wceraSj but this contraction is carried to an extreme in Morphocertu 
pseudoanceps (Fig. 294). In this genus the aperture is almost completely 
closed by the lobes which form its borders and circumscribe five small 
orifices ; there is a central oblong orifice which probably corresponded to 
the mouth ; two circular lateral orifices, one on either side of the central, 
may perhaps have served as windows for the eyes ; and the two remaining 
orifices, which are partly limited by the preceding whorl, probably served 
for the passage of the pedal api>endage8, and do not correspond to any 
part of the contracted apertures of Nautiloidea. A calcified structure, 
consisting of a single piece (Anaptychus) or of two symmetrical moieties 
(Aptychus) is sonielinies found in the terminal chamber of Ammonitoidea : 
its constant position shows that it could not have been an operculum, and 
it is supposed to have been a calcified cartilage situated at the base of the 
funnel. 

The Ammonitoidea are, geologically speaking, younger than the rest 
of the Tetrabranchia. They appeared in the Devonian and became com- 
pletely extinct at the end of the Secondary period. They were littoral in 
habit, and lived in troops like Xautilus, Some of the coiled forms are as 
much as seventy centimetres in diameter. More than 5000 species have 
been described, and it has been found necessary to divide the originally 
single genus Ammoniks first into genera, then into families, and even into 
tribes. 

Tribe 1. Retuosiphonata. 

The siplmncular necks project behind the septa as in the Nautiloidea. 
These are the most ancient Ammonitoidea, belonging exclusively to the 
superior Palaeozoic strata, from the Devonian upwards. The sutures of 
the septa form simple undulations, those which point backwards being 
known as *' lobes," and those which point forward towards the aperture 
as "saddles." 

Family 1. Goniatitidak. Shell nautiloid with simple sutures and a 
ventral siph uncle. Genera — Goniatites, de Haan ; Devonian and Carbon- 
iferous. AimrcesteSy Mojsisovics ; Devonian. Family 2. Clymeniidae. 
Shell nautiloid ; sutures simple ; the siphuncle dorsal, that is to say, 
internal. Genus — Clymenia^ Miinster ; from the Upper Devonian. 
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Tribe 2. Prosiphonata. 

The eiphuncular necks project in front of the septa. The septal 
sutures present deeply indented lobes and saddles. 

Family 1. Arcestidae. Globular and smooth or nearly smooth 
forms, with a reduced umbilicus ; the terminal chamber very deep, 
occupying nearly a whole whorl of the spire ; an aptychus present 
Genera — Popanoceras, Gemmellaro ; Permian. CyclolohuSf Waagen ; 
Permian. ArcesteSy Mojsisovics; Trias. LobUes, Mojsisovics; Trias. 
Family 2. Tropitidab. The shells globular, but differing from those of 
the Arcestidae in having radiating and tuberculated costae. Genera — 
ThalassoceraSy Gemmellaro ; Permian. Tropites, Mojsisovics ; Trias. 
Sibirites, Mojsisovics ; Trias. Family 3. Ceratitidae. Shells coiled, 
with a large umbilicus ; the terminal chamber short ; sutures with 
simple saddles. Genera — TrachyceraSy Laube ; Upper Trias. CeratiteSy 
de Haan ; Trias. DinariteSy Mojsisovics ; Trias. Some genera with 
helicoidal shells are related to these coiled forms, viz. Cochlocerasy 
Hauer ; Trias : also some straight forms, e.g. Ehabdocerasy Hauer ; Trias : 
they have been placed in distinct families by some authors. Family 4. 
PiNACOCERATiDAE. Shell compressed, smooth ; the terminal chamber 
short ; the suture very complicated, convex. Genua — PinacoceraSy 
Mojsisovics ; Trias. Family 5. Phylloceratidae. Shells coiled, the 
whorls overlapping one another ; the suture formed of numerous lobes 
and saddles. Genera — PhylloceraSy Suess ; Jurassic. EhacophylliteSy 
ZitteL Family 6. Lytoceratidae. Shell discoid, the whorls loosely 
united or uncoiled ; the sutures deeply indented but with only three 
saddles and lobes. Genera — Lytoceraty Suess ; Jurassic and Cretaceous. 
Macroscaphites, Meek ; uncoiled and recurved ; Cretaceous. HamiteSy 
Parkinson ; flexed three times ; Cretaceous. PtychoceraSy d'Orbigny ; 
Cretaceous. TurrilifeSy Lamarck ; coiled in a sinistral helicoidal spire ; 
Cretaceous. Baculitesy Lamarck ; the adult straight and elliptic in 
section ; Cretaceous. Family 7. Ammonitidae. Shell coiled, with i 

narrow whorls which do not embrace one ^^ i 

another ; aperture simple ; a horny anapty- 
chus present Genera — Ammonitcsy Lamarck ; 
Jurassic. ArietiteSy Waagen ; Jurassic. Aego- 
ceras, Waagen, Lias. Family 8. Harpocera- 
TIDAE. Shell discoid and flattened, with a 
carinated border ; the aperture provided with 
lateral projections ; a calcareous aptychus, 
formed of two pieces. Genera — HarpoceraSy pio. 294. 

Waagen ; Jurassic. Oppeliay Waagen ; Jurassic. AfarpAocmwp««do«/Nf^;xs right- 
LissoceraSy Bayle ; Jurassic and Cretaceous. sWe view. 0.0, ontice for arms ; 
_ Vx » 0.1 11 /I 1 «.o, eye-orifice ;«.6.o, mfundibulo- 

FaMILY 9. AmaLTHEIDAE. Shell flattened, buccal orifice. (After Douvill6.) 

with a prominent carina continued anteriorly 

into a rostrum. Genera — AmaWieuSy Montfort; Lias. Cardioceras, 
Neumayr ; Jurassic. Schloenbachiay Neumayr ; Cretaceous. Family 10. 
Stephanoceratidae. Shell not carinated, but with radiating costae, 
which are often bifurcated ; aperture often provided with lateral pro- 
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jections which contract it ; aptychiis formed of two pieces. Genera — 
SUphafwcercUf Waagen ; Jurassic. MorphoceraSf Douvilld ; Jurassic 
(Fig. 294). PerisphincteSy Waagen ; Jurassic. PeUoceras, Waagen ; 
Jurassic. Hoplites, Neumayr ; Cretaceous. AcanthoceraSj Neomayr ; 
Cretaceous. Cosmoceras, Waagen ; Jurassic. Various more or less com- 
pletely uncoiled forms are related to this family, viz. Scapkites, Parkinson ; 
Cretaceous. Crioceras, d'Orbigny ; Cretaceous. 

Order 2. Dibranchia, Owen. 

In these Cephalopoda the external surface of the visceral mass 
is naked and is only protected by a more or less rudimentary 
shell, which is situated on the aboral surface and covered by the 
integuments of this region. The female ArgonauUi is the only 
member of the group that has a wholly external shell, but this is 
not adherent and is secreted by the dorsal arms. The head of the 
Dibranchia bears eight acetabuliferous arms, and there is frequently 
a fifth pair of more or less retractile arms, situated between the 
third and fourth pair (Fig. 295, te). The funnel is always a com- 
pletely closed tube (Figs. 287, 301, etc.). There are two branchiae 
and two kidneys, each of the latter having a pericardial orifice 
(Fig. 273, y). The cephalic cartilage is traversed by the oesophagus 
and encloses all the principal nervous centres. The ocular cavities 
are closed and the eyes have a crystalline lens (Fig. 283). Chromato- 
phores are present in the integument and an ink-sac is generally 
present The Dibranchia include two sub-orders, the Decapoda and 
the Octopoda. 

Sub-Order 1. Decapoda. 

In this sub -order, in addition to the eight pairs of normal arms, 
there is a more or less well developed "tentacular" arm situated between 
the third and fourth normal arms, on each side of the head. These 
tentacular arms are more or less retractile within special pouches, and 
as a rule they only bear suckers at their free extremities. The suckers 
are pedunculated and provided with homy rings. The eight normal 
arms are shorter than the body. There is generally a fairly well 
developed internal shell, and there are usually lateral fins of various 
width (Figs. 295, 296, etc., fi). The heart lies in a coelomic cavity. 
Nidamentary glands are usually present. 

The Decapoda comprise two tribes, the Oigopsida and the Myopsida. 

Tribe 1. Oigopsida. 

The members of this tribe are characterised by the presence of a 
wide orifice, occupying the optic axis, in the external false cornea of the 
eye. As a rule two oviducts are present. In the fossil genera the shell 
has a multilocular phragmocone with a siphuncle ; the initial chamber of 
this shell is globular and larger than the second chamber. The most 
ancient forms are characterised by the small size of the rostrum, the 
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slight development of the pro-ostracum, and the large size of the 
phragmocone. The group is probably derived from the straight 
Tetrabranchia, such as BactrUes. In the living genera, with the 
exception of SpirvlOy the shell is a chitinous gladius. 

Family 1. Belemnotbuthidae, Zittel. An extinct family in which 
the shell has a well- developed phragmocone and the rostrum is reduced 
to a calcareous envelope surrounding it ; the siphuncular necks are 
directed backwards, as in the Nautiloidea ; there were ten equal arms 
provided with hooks. Genera — Phragmoteuthis, Mqjsisovics ; Trias. 
BelemnoteiUkUy Pearce ; Jurassic and Cretaceous (Fig. 262, A). AcarUho- 
teuthis, Wagner and Miinster ; Jurassic Family 2. Aulacogeratidae, 
Fischer. An extinct family in which the shell is formed of a phragmocone 




Fio. 295. 
spirilla. A, dorsal aspect ; £, ventral aspect a, arms, c, eyes ; fi, fins ; fu^ ftinnel ; pa, 
mantle ; po^ posterior fossa ; ah, shell ; <e, tentacular arms ; t.d, termioal palUal disc. (After 
Chun.) 

with widely distant septa ; the siphuncular necks are directed anteriorly ; 
the rostrum is well developed and claviform. Genera — Auktcoceras, Hauer ; 
Trias. AtractiteSf Qumbel ; Trias and Jurassic. Xiphoteuthisy Huxley ; 
Lias. Family 3. Belemnitidae, de Blainville. An extinct family 
with a short phragmocone provided with a ventral siphuncle and 
prolonged dorsally into a long pro-ostracum ; the rostrum highly 
developed and cylindrical. Genera — Belemnites, Lister ; 350 species 
from the Jurassic and Cretaceous. Diplocomu, Zittel ; Upper Jurassic. 
Family 4. Belofteridab. Rostrum and phragmocone well developed ; 
the phragmocone often curved ; the initial chamber small. Genera — 
Beloptera, de Blainville ; Eocene. BayanoUuthiSj Munier-Chalmas ; 
Eocene. Spirulirostra, d'Orbigny ; Miocene (Fig. 262, C). Family 6. 
Spirulidae, d'Orbigny. The two dorsal and ventral sides of the aboral 
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extremity of the shell are left uncovered by the mantle (Fig. 295). The 
ahell is calcareous, coiled endogastrically, multilocular and siphunculated 
(Fig. 268, «^). The fins are posterior. Genus — Spirula, Lamarck ; three 
living species are known ; they live at great depths, and only a few entire 

individuals have been obtained : live speci- 
mens are very rarely seen. Family 6. 
Ommatostrephidae, Gill. The shell is in 
ternal and chitinous, ending aborally in a 
little hollow cone. The tentacular anus are 
rather short and thick. The suckers have 
denticulate rings. Genera — Ommatostrepkti, 
^^ d'Orbigny ; fins aboral, simple, and rhom- 



Fio. 296. 

Doratopsis vermiailaris (RUppelX 
dorsal aspect, ce, cerebral ganglia ; 
e, eye ; Jl, fin ; nu.c, nuchal cartilage ; 
t, tentacular arm; 1, 2, 8, 4, pair of 
arms. (After Weiss.) 




Fio. 2P7. 
Omtnatostrephes sagittatvs, Lamarck, doRAl 
aspect. I, mantle ; II, tentacular arm ; III, fin; 
IV, eye ; V, arms. (Aiter Verany.) 



boidal (Fig. 297) ; British. Ctmopteryx^ Appellof ; fins pectinate, as long 
as the body (Fig. 259). Bathyteuthu, Hoyle ; fins terminal, rudimentarr; 
tentacular arms filiform ; abyssal. Bhynchot&uthis, Chun ; tentacular anns 
imited to form a beak-shaped appendage. SymplectoteiUhisy Pfeiflfer. Trachdo- 
teuihis, Steenstrup. Dostrftciz«, Steenstrup. Arckiteuthisy Steenstrup; thisi' 
the giant genus among the Cephalopoda. Family 7. ThysanoteuthidaE, 
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Keferstein. Arms enlarged, Ijearing two rows of suckers and filaments. 
Fins triangular, extending along the whole length of the body. Grenus — 
ThysanoteuthiSy Troschel (Fig. 298, B) ; Mediterranean. Familt 8. Onyoho- 
TEUTHiDAE, Gray. Fins terminal. Tentacular arms long ; the suckers 
provided with hooks. Qenera — Onychoteuthis, Lichtenstein ; the hook- 
bearing suckers exist only on the well-developed tentacular arms. Enoplo- 
teuthis, d'Orbigny ; tentacular arms well developed ; hook-bearing suckers 




Decapod Cephalopoda. A, Cheiroleutkis Veranyi, dorsal aspect ; B, Thysanoteuthia rhombus^ 
dorsal aspect ; C, Ltaehia cyclura, ventral aspect. (From Lankester, after Verany, Troschel, 
F^russac, and d'Orbigny.) 

on all the arms. Verany a, Krohn ; body very short ; fins obtuse ; 
tentacular arms atrophied in the adult ; Mediterranean. ChaunotetUhiSy 
Appellof ; body elongated ; fins prominent and pointed ; tentacular 
arms atrophied. Pterygioteuthisy Fischer. Ancistroteuthis, Gray. Abraliay 
Gray. Teleoteuthisj Verrill. Lepidoteuthisy Joubin. Family 9. Qona- 
TiDAB, Hoyle. Body elongated ; fins terminal. Radula with only two 
lateral teeth. Genus — Gonatusy Gray. Family 10. Cheiroteuthidak, 
Gray. Tentacular arms long and not retractile. Body elongated ; fins 
large and rounded. Resisting apparatus well developed. Genera — 
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CheiroteuthiSj d'Orbigny ; with suckers along the whole length of the 
peduncle of the tentacular arms (Fig. 298, A). Doratopns^ Rochebrune ; 
body much elongated, ending in a spine ; dorsal arms very short (Fig. 296} ; 
Atlantic and Mediterranean. HistioUiUhis, d'Orbigny ; the six dorsal anns 
are united by a membrane ; the body covered with photogenous oigans. 
Higtiopsit, Hoyle ; the membrane of the dorsal arms only reaches half- 
way up the arms ; luminous organs present CalliteuthiSj Yerrill ; no 
brachial membrane ; luminous oigans present GrimcUditeuthiSj Joabin ; 
the fin of each side is divided into two separate lobes : no tentacakr 
arms (Fig. 258). Family 11. Cranohiidae, Gray. The eight normal 
arms are very short The eyes prominent The fins small and terminaL 
Genera — Cranchia^ Leach; body bursiform ; sessile arms short; fios 
entirely aboraL Loligopsis^ Lamarck ; body elongated, conical ; tentacular 
arms slender. Leachia, Lesueur ; tentacular arms aborted ; the funnel 
without a valve (Fig. 298, C). TaonitLs, Steenstrup; body elongate ; sessile 
arms rather short ; eyes pedunculated (Fig. 253). 

Tribe 2. Mtopsida. 

The members of this tribe are characterised by having a cloeed 
external cornea, and by having only a single oviduct, viz. that of the 
left side. The internal shell has no longer a distinct phragmocone, and 
is calcified (Sepiidae) or simply chitinous. The Myopsida are moit 
littoral in habit than the Oigopsida. 




Sepia officinalis, swimming, right-side view. 
Merculiano.) 

Family 1. Sbpiidae, d'Orbigny. Body wide and flattened ; fins 
narrow and extending the whole length of the body (Fig. 298**^. Shell 
calcareous and laminated, forming the "sepion." Genera — Belofepioy 
Voltz ; a rudiment of the rostrum and phragmocone present ; Eocene. 
Sepia, Linnaeus ; shell with a rostrum (Figs. 262, B, and 299) ; Britibb. 
Sepiella, Steenstrup ; shell without a rostrum. Family 2. Sepiolidak, 
Leach. Body short, rounded at the aboral end ; fins rounded, inserted 
on the middle of the length of the body. Shell chitinous, narrow 
and shorter than the body, or absent Genera — Sepiola^ Leach ; heaJ 
united to the mantle in the anterior (dorsal) region ; a fossorial British 
genus. Eossia, Gray ; head not united to the mantle ; British. 
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Stoloteuthis, Verrill, and InioteiUhis, Verrill, have no internal shell. 
HeteroteuthiSj Gray. Euprymna^ Steenstrup. Family 3. Idiobepiidae. 
Steenstrup. Body elongated, with rudimentary terminal fins. Internal 
shell almost lost. Qenus — IdiosepiuSj Steenstrup ; this tiny Cephalopod 
is only 1^ centimetre long, and has a mucous pore at the ahoral 




Fio. 299. 

Sepia officinalis, dorsal viewof a dead specimen, with the short arms spread out and the long 
arms pulled out of their sacs, a, neck ; b, lateral fins ; c, the eight shorter arms ; d, the two 
long tentacular arms ; e, the eyes. (From Lankester, after Owen.) 

extremity of the body ; it inhabits the Indian Ocean. Family 4. 
SEPiADARnDAE, Steeustnip. Body shoi t ; the mantle fused to the head 
anteriorly (dorsally). No shell. Genera — Sepiadariumj Steenstrup ; tins 
short, situated at the aboral extremity of the body ; from the Pacific Ocean. 
Sepioloidea, d'Orbigny ; fins nearly as long as the body ; Australian. Family 
5. L0LI6INIDAE, Leach. Body elongated and conical ; fins triangular or 
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rounded, and extending farther forward than the aboral half of the body. 
Tentacular arms partly retractile. The shell is a well-developed chitinous 
gladius (Fig. 263). Genera — Loligo, Lamarck ; fins triangular, confined 
to the aboral half of the body ; British. Sepioteutkis^ de Blainville ; fins 
prominent but rounded, extending over the whole length of the body. 
LolioluSy Steenstrup. Loligunerda, Steenstrup. The following foadl 
genera, known by their gladius and ink -sac, have been placed near 
Loligo : — TetUhoptis, Deslongchamps. Bdoteuthu, Miinster, and GeoUuikis, 
from the Lias, and PhyllatetUhis, Meek and Hayden, from the Cretaceoas, 
are distinguished by their broader gladius. PUsiotetUhitj Wagner, from 
the Jurassic and Cretaceous, has a long and narrow gladius. 




Fio. 300. 
Opisthoteuthut fleprtssa^ IjiinA and Ikeda, dorsal aspect, ar^ arms ; e, eye ; JK, fin ; /», funnel 
(After Ijima and Ikeda.) 

Sub-Order 2. Octopoda. 

These Dibranchia have only eight arms, which are all similar and 
are longer than the body. The body is short and rounded aborally. 
The suckers are sessile. The heart is not contained in the coelom. 
There are no nidamentary glands. The Octopoda comprise two tribes, 
the Leioglossa and Trachyglossa. 

Tribb 1. Leioglossa. 

The members of this tribe have no radula. All the arms are united 
together by a complete membrane. Fins are developed on the sides of 
the body. 

Family Cirrhoteuthidas, Keferstein. Arms united by a mem- 
brane, and bearing tentacular filaments on either side of the suckers 
(Fig. 260). Genera — Cirrhoteuthisj Eschricht ; the pallial sac prominent 
and the fins large ; a pelagic form. OpisthoteuihiSf Verrill ; body 
flattened, with small fins ; a deep-sea form (Fig. 300). Vampyroteuthiiy 
Chun ; four fins. Some fossil Octopoda bearing fins are known ; e.g. 
PaUuoctopus, Woodward, from the Cretaceous. 
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Tribe 2. Tbachyglossa. 

These are Octopoda with a radala and without true fins. 

Family 1. Amphitrbtidae, Hoyle. The funnel is attached to the 
middle line of the mantle, dividing the pallial aperture into two. The 
eight arms are united by a membrane. Genus — AftvphAirdMiA^ Hoyle ; 
pelagic. Family 2. Alloposidab, Verrill. All the arras united by a 
membrane. The mantle is joined to the head by a dorsal band and two 
lateral commissures. Genus — Allopostu, Verrill ; pelagic. Family 3. 
OcTOPODiDAE, d'Orbigny. Arms long and equal, without a true inter- 
brachial membrane. The hectocotylus is not caducous. No cephalic 




Fio. 301. 

Argonauta argoy Linnaeus, left Ride of the female. I, fannel ; II, mantle; III, eye; IV, 
dorsal webbed arm, (After Verany.) 

aquiferous pores. Genera — Octopus^ Lamarck ; the suckers in two rows 
on each arm ; British. Eledone, Leach ; a single row of suckers on each 
arm ; British. Scaeurgus, Troschel. Pinnoctopus, d'Orbigny. OistopiUy 
Gray. Japetellay Hoyle. Family 4. Philonbxidab, d'Orbigny. Males 
and females naked. The hectocotylus is autotomous. The arms are im- 
equal in size but similar in the two sexes. Aquiferous pores are present 
on the head and funnel. Genera — TremoctopiUy Delle Chiaje ; the two 
dorsal pair of arms are united by a membrane. Ocythoe, Rafinesque ; 
without an interbrachial membrane (Fig. 287). Family 5. Arqo- 
nautidab, Cantraine. The hectocotylised arm autotomous. The ex- 
tremities of the dorsal arms are enlarged in the female (Fig. 301), and 
secrete a shell in which the body is contained. The males are very small 
and naked. Genus — Argonautctj Linnaeus. 
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Abralia, 389 
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Acantkochitonf 63 

Acanthodoris, 177 
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AcanthoteuthiSt 337 
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-4cro»p«, 189 
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Agaronioy 121, 165 
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AgrioliinaXy 187 
AiaricL, 155 
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^Zfon/z, 184 



Allopagusj 266 

Alloportts, 343 

AUorisina, 276 

Anudiou 187 

Ainaltheus, 335 

-■lynattro, 166 

-4;n6er&ya, 150 

ArnbonycJiiOy 262 
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Ammonites, 335 
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Amphibda, 184 
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Amphisphyra, 168 
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Amussiunu, 262 

^noctoro, 258 
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Columellar, 84 
ConiinellcL, 164 
Commissure, 16 
Conchifera, 205 
Concholepas, 165 
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Coiidylocarduij 264 
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CylindrencL, 188 
CylitidrobuUa^ 169 
Cylindromitra, 164 



Cymba, 165 
(Jymbulia, 170 
OymbtUiopais, 170 
CynocUmtOj 164 
CypraeOy 157 
Cypricardia, 264 
Cypricardites, 258 
Cypriim, 264 
Cywio, 266 
CyrendUjL, 265 
Cyrtoceraa, 333 
(Jyrtodaria^ 274 
(JyHodonta^ 258 
thrrtolites, 147 
CVr^opi?tna, 264 

Dacrydium^ 259 
DaondlOj 261 
JJaudebardicL, 189 
Decapoda, 336 
JJejaniray 150 
DdjMnula, 150 
DendranoluSt 175 
Dentaliiun, 204 
Ikrmatubra Tichus, 181 
DernuUocera, 152 
Dermatomyoy 278 
Desnwptenis, 170 
Detorsion, 77 
DexiobrandiaeOy 173 
Dialineury, 142 
hiartema, 155 
Diauly, 126 
Dibranchia, 336 
Diceras, 271 
Dicerocardium^ 267 
iJunya, 262 
Diinyacea, 262 
JXnarites, 335 
Dinomeniaj 60 
DiplocanuSt 337 
IHplodonta, 265 
DiplommatiTva^ 152 
IHpsaciuff 164 
Disdiides, 204 
Discites, 333 
DiscofidtXy 147 
DiscosoniSf 332 
DUretnariay 147 
Ditremata, 189 
Docoglossa, 145 
DolaJbdla, 171 
Ddabriftr^ 171 
Dolium, 157 
JJonax, 270 
DondersicL, 60 
DoratopsiSf 340 
Doridium^ 169 
Doridomorpha, 177 
Doridopsis, 178 
iJaridunaduSj 178 



7>orw, 178 
Dosidicus, 338 
Doainia, 270 
Z>oto, 179 
DreUaensia, 264 
Z>ra2ia, 120 
/>wiya, 267 



Easionia, 270 
Ediinomenicu, 60 
Eglisiiij 158 
Elasmoguatha, 189 
J^'^etioTu;, 343 
EUndiUS, 149 
Eleutherorhabda, 258 
Eliffmusj 263 
AYuria, 273 
A7y«a, 181 
ElyBiomorpha, 181 
Emarffinulaj 149 
Embletonia, 179 
Endocema^ 332 
Endodontoy 188 
Endogastric, 77 
EiioplodiUotiy 54 
EiioplotmUiia, 339 
A'Turu, 274 
Entalina, 204 
Enteroxenoa, 160 
EntocolaXj 159 
Enlocotidvaj 159 
ErUodeainOf 277 
EfUosipfiotu, 158 
Entovalva, 266 
Eolidomorpha, 178 
AWis, 179 
Eoplacophora, 53 
Eotrodiusy 155 
Ephippium, 257 
Ephippodontau, 266 
Epiphragm, 73 
Epipodiuni, 70 
£?mto, 157 
Erodona, 273 
ErviliOj 270 
Erycinoy 265 
J^^/ie/Zo, 134 
EiLcalodiumy 188 
Eudirysalisy 154 
Euciroa, 277 
EudoxodiitoHy 54 
Eulamellibranchia, 262 
£uli7na, 158 
Eunemoy 150 
EuomphaluSf 147 
Eup?iemu8j 147 
Euplocamusj 177 
Euprymna, 340 
Euthria, 164 
Euthyneura, 166 
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EnirodiaUUa, 150 
Exogastrk, 74 

FacdinoL, 179 
Fasciolaria, 164 
FaunvSy 154 
Fentssaci'a^ 18v*s 
Filibranehia, 256 
Fiona, 180 
Fitvioida, 163 
Fischer ia^ 266 
Fisside ntali u m, 204 
FissurfUa, 149 
Fi!<}iurdlidriu 149 
FistidaticL, 274 
Fluxiiw., 158 
Foot, 68, 199, 215, 286 
Foot gland, 70 
Fortisia, 168 
Fnssamst 152 
Fcnderina, 173 
Fiyeria, 178 
/'M/z/i/r, 164 
Funnel, 291 
Fusispira^ 154 ' 
Fustiaria, 204 
/'«*?«, 164 

Gadinia, 185 
Galatea, 266 
Galeomma, 266 
Galvina^ 179 
Gastraiui, 268 
GastrvchaeiMj 274 
Gastropoda, 66 
Gastropteron, 169 
(?(Urt, 149 
(;c//i/wt, 179 
(7«na, 149 
(Uovwlaciutf 187 
GeoteiUhisy 342 
Gervilkia, 259 
Gihhida, 149 
Giblndina, 189 
Gladiiis, 293 
Glandina, 189 
Glaiico7ni/a, 270 
Qlaucu^, 179 
C;/cA«, 170 
Glochidivjti, 251 
Glossoceras^ 333 
Glycivieris, 274 
Glyphis, 149 
Gomphoceras, 332 
Gona<l, 20 
Gonaduct, 20 
Gofiatu-8, 339 
Goniatites, 334 
Gonieolis, 179 
Goniodoris, 177 
Goniomya, 276 



GonodiMy 265 
Gosseletia^ 262 
Grammysia, 256 
Gresdya, 276 
Grimalditeuthis, 840 
Grj'ptochitonidae, 53 
GuivUUa, 165 
Oundlachia, 186 
GymnoHoniata, 178 
GyrooeroA, 333 

Haemoc'vanine, 10 
//a^ta, 165 
Halicardiay 277 
Uatiotindla, 174 
Haliotis. 148 
Halopsyche^ 173 
JIaminea, 169 
Uamites, 335 
Hancock's organ, 116 
llanleya, 53 
I/apalus, 187 
/faryo, 166 
Harpoceras, 335 
Harcdla, 270 
Hectocotvlus, 324 
y/«rfy/«, 179 
Hdcion, 145 
Hdcioniscus, 145 
Hdicarion, 187 
Hdicina, 160 
Ndicodontaf 187 
Hdicophanta, 187 
J/dicter, 188 
i/«/u-, 187 
HeiiiiaHhnnn, 63 
Hetni/usiiSt 164 
Hemimtniay 60 
HemphiUia, 188 
Hei'coceras, 333 
Hercynella, 185 
llermaea, 181 
Hermaphroditism, 19 
//ero, 179 
Ilerovwrpha, 179 
Ilderocardia, 270 
Heierochismxij 204 
Heterodaris, 178 
Heterogangliata, 1 
Heteropoda, 160 
Heterostrophic, 82 
Htteroteuthis, 340 
Hexabranchus, 178 
Uhndla, 273 
Ilindsiella, 266 
Hinge, 213 
Hinnites, 262 
Hipponyx, 155 
Hippopus, 271 
Hipprurites, 272 
Histiopsis, 340 



HidioUuthiSy 340 
Uolobranch, 45 
HologDJitha, 156 
Homalogyroj 153 
HmiuUonyx^ 189 
Hoplites, S36 
HoplomytUttSy 262 
Boplcpteroti, 158 
Huronui^ 832 
Hyalirnax, 189 
Hyalopeclen, 262 
Hybocydis, 152 
Hydatina, 169 
Hydrobia, 163 
Hydrocena, 161 
Hyperstrophic, 82 
Hypobrancbial glauii, 79 
Hypostracum, 4 
ffypotrenuL, 257 
/Tyrid, 268 

Ichthyodes, 60 
Ichihyowrcofites, 272 
/rfa/i«, 177 
/(/^u, 259 
Idiosepius, 341 
linbricariOf 164 
InioUuthiA, 840 
Inoceramus^ 260 
Insertion plates, 42 
IphigeniOy 270 
IridifUL, 268 
IsandOj 150 
IschnochUon^ 53 
IsidorOj 107 
IsmeniOf 60 
Isocardifiy 264 

Isomyaria, 211 
Isopleura, 1, 40 

Jandia, 189 
JarUhiruLy 156 
Janus, 179 
Japddla, 843 
Jeffreysia, 153 
Joanisidla, 265 
/orunna, 178 
Jouanndia, 275 

Aa^Aanno, 53 
Keber's organ, 233 
iTeUyo, 266 
Kdlydla, 266 
Kokendloj 147 
Kruppomenia, 60 

Labial comnussure, 16 
Labial palp, 213 
Lachesis, 164 
Zocuno, 152 
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LaeococfUiSf 154 
Lamellaria^ 156 
Lamellibrauchia, 205 
LameliidoriSy 178 
Lanistest 152 
Laonuij 188 
Lasaea, 266 
Zo^ta, 186 
Latirus^ 164 
Leachia, 340 
Zerfa, 255 
Leibleiu*8 gland 93 
Leioglossa, 342 
LepetOy 145 
LepeteUoy 145 
Lepidom^nia, 60 
Lepidopleurus, 53 
Lepidoteuthis, 339 
Leptodiitorij 53 
LeptoconchH8, 165 
Lepton, 266 
Leuconictf 184 
Ligament, 213 
Xiww, 263 
LimacinOy 170 
Livuua, 263 
Limapontia, 181 
Limax, 187 
Limifossory 63 
Limnaea, 185 
Limnocardiuvjy 271 
Lim'notrochvSy 154 
LimopsiSy 258 
Livioptei-uif 260 
Liolophurct, 54 
Liomesv^f 164 
LiopisUuiy 278 
Liotia, 150 
Lipocephala, 205 
LissoceraSy 335 
Lithocftrdiumy 271 
LUkod(ymuSf 259 
Liihoglyphusy 154 
LUiopay 153 
Littoriruiy 152 
Littorinida, 154 
Lituitesy 333 
Liver, 7, 44, 95, 200, 220, 

301 
LivonOry 149 
Lobes (accessory cerebral), 

137 
Lobinncoiay 96 
Lobiger, 169 
LobiUSy 335 
ZoZ^o, 342 
LoligopsiSy 340 
Loliguiwul^y 842 
LolioluSy 342 
LomanohiSy 176 
LophoceraiSy 170 



> LoricOy 54 
LoriceUay 64 
LoxoceraSy 332 
Loxonenuiy 154 
Z^uco^'rea, 149 
Lucapinellay 149 
LuciTMy 265 
Lucitwpaisy 270 
Liinulicardinniy 261 
LutetiOy 266 
Lutrariay 274 
LyonaiOy 277 
Lyonaielloy 277 
Lyrodesinuy 259 
LytoceraSy 385 

MacellomeniOy 60 
MacgUlivrayay 140 
Afaclureuy 147 
MacluriteSy 150 
Afacomay 268 
MacrochiluSy 154 
Macrochismay 149 
MacroscaphiteSy 335 
Mactray 270 
MagiluSy 165 
Malacozoa, 1 
Malletifiy 256 
MalleiiSy 260 
Mandibles, 6, 88, 299 
MangiliOy 166 
MargarUay 149 
Marginellay 
Marioniay 175 
Maraeninay 156 
Marie^idy 275 
MaihermiiOy 272 
Mathilday 155 
Meekuty 265 
Megalaesthetes, 50 
Megalodtmy 267 
MegaspircLy 188 
Megatebennus^ 149 
MeladimxiSy 152 
Melampusy 184 
Melaniay 154 
MelanopsiSy 154 
MeUagrinOy 260 
J/e/iAc, 175 
Men turn, 158 
MeretriXy 270 
Merobranch, 45 
Mesalioy 155 
Mesodesmay 270 
MesolimaXy 187 
Mesoplacophora, 53 
Metalimaxy 187 
Micraeuthetcs, 50 
Micrafmeloy 169 
MicroplaXy 53 
MUneriay 264 



Miraiestoy 185 
ifj7m, 164 
MitrulaHay 155 
ModiolOy 259 
ModuUarcOy 264 
Modiolaria, 259 
ModiolqpsiSy 259 
Modioinorphoy 259 
Modulus y 154 
Mmerioy 150 
MonoceroSy 165 
MonochromOy 187 
Monocondylaeay 268 
Monodontay 149 
Monomyaria, 211 
Manopleuray 272 
Monotisy 261 
MofUoumtOy 265 
Mopaliay 53 
MorphoceraSy 836 
Afucronaliay 158 
Muliniay 270 
Aimeriay 268 
MUller's organ, 291 
Murchiaoniuy 147 
MureXy 164 
ilfu/e/a, 268 
MutidUiy 265 
3/ya, 278 
Myacea, 273 
MycUinOy 262 
Myceiopusy 268 
MyochamOy 276 
Atyoconchay 259 
Aiyodoray 276 
Alyophoriay 259 
Myopsida, 340 
Afyrinay 259 
AfysideOy 262 
M.nilacea, 259 
Aiytxlimeriay 277 
MytUua, 259 
J/yaw, 158 
Afyzomeniay 60 

i\^ac<//a, 145 
xVantna, 81 
^'arico, 155 
ATwao, 164 
NassopsiSy 154 
Naticoy 156 
NaticopsiSy 150 
Nautiloidea, 832 
NaiUilv^ 333 
XavarchuSy 169 
Needhani'H sac, 323 
Nenuitmtieniay 60 
NeohyalimaXj 189 
Neomeniay 60 
Neomeniomorpha, 65 
Neothaunuiy 152 
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Nephric gland, 111 
yerinea, 154 
JWito, 160 
Neriiina, 160 
yerilodomus, 150 
NeritopsiSf 150 
Niso, 158 
Sotarckus^ 171 
Notobrandiaea^ 173 
Notomenia, 60 
Nuchal plate, 264 
Nucula, 255 
.Vi*cj</i>Mi, 256 
Nudibranchia, 174 
yuttalochitim^ 63 

Octopotla, 342 
Octopus, 343 
Ocytho€, 343 
Odontojnariay 147 
Oiiontopema, 260 
Ckli/stomta, 158 
Cklostomwpsis^ 168 
Oigopsida, 836 
Oleaciiui, 189 
0/ii^, 165 
Olirella, 165 
Oiiiuudostrephcs, 338 
OmphiUotropiSy 152 
Oncidiella, 190 
Oncidiopsis, 156 
Oncidhun, 190 
Oticoapira, 150 
OniscicL, 157 
Onitoi'hitoti, 64 
Oiiydvoieuthis, 339 
Oocorysy 157 
0/>«w, 188 
Oi>erculum, 71 
OphidioceraSy 333 
Ophileta, 147 
Oi>^f, 264 

Opisthobranchia, 167 
Opisthopodium, 216 
Opisthoteuthis, 342 
Oppelia, 335 
Orpidla, 187 
Orlhalicus, 188 
Orlhoceras, 332 
Orthoneura, 114 
Oscayiieila, 174 
Oscaniopsis, 174 
Oscanius, 174 
Ostracolelhe, 187 
ihtraea, 263 
Ostraeacea, 263 
0<t/j«, 184 
Otocardia, 1 
Otoconia, 119 
Otocrypt, 18 
Otocyst, 18 



Otoliths, 18, 119 
Ot^icto, 167 
Oxy gyrus, 168 

PachycardiOj 267 
Pachynema, 267 
Palaeacma, 146 
Palaeocoucha, 256 
PoUaeoctopus, 342 
P«/m>, 177 
Palliata, 1 
PaJudiiuij 152 
Paludmnus, 164 
Pandora, 276 
Paracephalophora, 66 
Paradiont^ 173 
Pamlldodon, 258 
Paramenia^ 60 
Paramya, 273 
Parapodia, 69 
Pararhopalia, 60 
Parmacella, 187 
PariJiarUm, 187 
/'rt^e/to, 145 
Patrocardiumy 261 
Pearls, 218 
/V<•te/^ 262 
Pectinacea, 260 
Pectinibranchia, 151 
PectinodotUa, 146 
J'cciunculus, 268 
Pcdictilana, 167 
Pedipes, 184 
Pe^^M^n, 262 
Pelecypoda, 206 
/W^e/^ 188 
Peltoceras, 336 
Peradis, 170 
Pergamidea, 262 
Pericardic glands, 13 
Pericardium, 12 
Periostracuni, 4 
Periploma, 276 
PerispkincUs, 336 
Perwo, 259 
Peronia, 190 
Persona, 157 
Petersia, 157 
Pdriciila, 270 
PhanerophUudmus, 169 
P/ianerotinus, 147 
Pluisianelia^ 150 
PhUitu, 169 
Philobrya, 258 
PhUomyciis, 187 
PhlelxEiiesis, 8 
PlvoUultUa, 276 
Pfwladidea, 276 
Pholadomya, 276 
7^/io/iw, 275 
PAo*, 164 



Photinvla, 149 
PhragmoceraSf 832 
Phragmoteuthis, S37 
Phyllaplyna, 171 
PfiyUidia, 178 
PhyUirhof, 175 
Phyllobmnchus^ 181 
Phylloceras, 3S5 
PhyUoteuihis^ 342 
P;<y.'wi, 186 
PhyUiimya, 276 
Piiwlus, 150 
PUidium, 145 
PinacoeeraSf 335 
Ptnno, 264 
Pifinigena, 264 
Pinnoctcpus, 843 
Pisania, 164 
Piaidium, 267 
PlacijfAordUL, 58 
Placophoropsig, 53 
Placuna, 267 
Plaainanomia, 257 
PlagwdcKy 268 
Plagioptychus, 272 
PUUoobranchus, 181 
Planaxis, 162 
Plankiomya, 33 
PlanoHns, 185 
PlatyoeroA, 155 
PlatycfUsma, 147 
Platydorisy 178 
Platyroalakia, 66 
Plaiyodofij 273 
Platypoda, 167 
Plaxiphora, 53 
Plectmnyoy 275 
Plectrophorus, 71 
Plesioteuihis, 342 
Pleural ganglion, 112, 201. 

234 
Pleurofnutichaea^ 174 
Pleurobranchomorpha, 173 
PieurobranchuA, 174 
Pleurocera, 154 
PlenrodontOy 187 
Pleuromya, 276 
Plectrophorus, 264 
Pleurophyliidia, 180 
Pleurotoma, 166 
PleurotomariOf 146 
Plicatula, 262 
Pliodon, 268 
Plooavwpherua^ 177 
Pluionia, 186 
PneujfwnodermOj 173 
Podocyst, 136 
Polycera, 177 
Polyconites, 272 
Polygyra, 187 
Polyplacophora, 41 
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Polytreifiariat 147 
PirnuUiaSy 152 
PtnruUiqpsis, 153 
PomphUyx, 185 
Pttntiothaumcty 166 
Popanoceras, 335 
Pn-cellia, 147 
Poromyot 278 
Porostoraata, 178 
Posidcniomya, 261 
Potamides, 164 
PoUriocenu, 833 
Praecardium, 256 
PrasiruL, 261 
Prionodesma, 254 
ProctanotuSf 179 
Pr<Klij»oconcb, 246 
Proneonienia, 60 
Pronucidciy 256 
Proparaineniaj 60 
/'ropilidiuniy 145 
Prorhipidoglossa, 12 
lYorhipidoglossomorpha, 1 
Proserpina, 151 
Prosiphonata, 835 
Prosobranchia, 142 
ProsocoduSy 264 
Protobranchia, 254 
Protomya, 256 
I*rovinciilum, 213 
PruvotiOy 60 
Pmmmcbia, 273 
PseiidamiissiuiTUt 262 
Psciidedmonditt., 266 
Pseudod<m, 268 
Pseudokdlya, 271 
PM^udoIamellibrancbia, 253 
PseudmnargineUa, 34, 165 
J^sendottulanicu, 154 
PseudoinonotiSf 261 
Pseiulopalliura, 67 
PseiulovermiSf 179 
PtenocemSf 333 
PteriMo, 261 
Pteroceras, 155 
Pteropoda, 170, 173 
PterosmnOy 163 
Pterotrachea, 163 
Pterygioteuthia, 339 
Ptychoceras, 335 
Ptychodesma^ 262 
PtygrtwtiSy 154 
Pugnus, 168 
J'tdmobranchia, 107 
IMdmoiiata, 181 
Pidsellum, 204 
Punctuviy 188 
PunUurella, 149 
y^ifpa, 188 
PupOlia, 149 
Purpura 165 



Purpurina, 152 
PiisioneUa, 166 
Pustidaria, 157 
Pyramidella, 158 
Pyramidula, 188 
Pyrula, 157 
PytlUna, 265 

Quadrifora, 208 
Quadrula^ 268 

Rachiglossa, 164 
RadioliUs, 272 
Radsia, 54 
Radula, 6 
/2a<rfa, 270 
Ranella, 167 
Rangia, 267 
iZopo, 165 
Rapana, 165 
RaUiouisia, 189 
Recluzia, 156 ' 
RequUnia, 271 
Resilium, 218 
Retractor muscle, 5 
Retrosiphonata, 334 
TZ^^tuo, 168 
RhabdoceraSf 835 
RhacophyllUes, 335 
Rhinophore, 18 
Rhipidoglossa, 145 
Rhizochilua, 166 
Rhodea, 188 
Rhombcpteria, 261 
Rhcpalomenia, 60 
RhyncholUhes, 299 
Rkyncfioteuthis, 338 
Rhytida, 189 
Rimulot 149 
Ringictda, 168 
i2»«^ 152 
iiiMoo, 158 
Rissoitia, 153 
Rossia, 340 
Rostanga^ 178 
RoddUaria, 166 
Rudifttae, 272 
Aumtna, 82 
Runcina, 169 

So&i^ia, 168 
Saccata, 1 
i&i^<2a, 187 
Salpingaatonia, 147 
Sanguinolaria, 273 
Aixicara, 274 
Scacchia, 266 
Scoeur^K^, 343 
Scalaria, 168 
Sealdiuy 266 



Scatenostoma, 168 
^co/Om, 162 
Scaphander, 168 
Scaphiles, 336 
Scaphopoda, 197 
Scaphula, 258 
«S0am6u«, 184 
iSc0ne2^145 
Sckiamape, 147 
&At2o5mc^tum, 173 
'ScAisocAt^on, 64 
Schizodentaliumf 204 
Schizodus, 269 
Schizoglossa, 189 
Schioenbachia, 335 
Scintilla, 266 
Scioberetia, 266 
Scissurella, 147 
Scolecoinorpha, 64 
Scrobicularia, 270 
iScwrrta, 146 
«SI(;u<Mm, 149 
Scyllaea, 176 
Seguenzia, 156 
Selenites, 186 
Semper's oi^gan, 91 
SenUia, 268 
<S<!pia, 340 
Sepiadarium, 340 
Sepidla, 340 
Sepiola, 340 
SepioUndea, 340 
^pioteiUhis, 342 
Septa, 82, 292 
Sepiaria, 160 
Septibranchia, 277 
Septifer, 269 
Shell-eyes, 60 
Sibiritea, 386 
Sigaretua, 156 
^t^uz, 278 
.STiYi^, 274 
SUiquaaia, 165 
Siphon, 209 
Siphonaria, 185 
Siphonodenlaliunu, 204 
Siphonopoda, 1 
Sislrum, 166 
-Srtoto, 187 
.9A:«nea, 163 
Sinaragdinella, 168 
iSo^arii^m, 168 
.S^>^274 
SoUnaia, 268 
Solmochlamys, 
Solenoconcha, 197 
Solenocurtus, 274 
Solenogastres, 64 
Sclentmvya, 266 
SoUnopaU, 266 
Solenopus, 64 

23 
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i>olenoUUina, 273 
Solidula, 168 
Spadiz, 823 
Spaiha, 268 
Spehia, 154 

Spermatophore, 128, 823 
Sphaenia, 278 
Sphaerium^ 267 
Sphyradium^ 188 
Spicula, 42 
<^tnt^tfm, 155 
Spira, 81 
Spiraculwn, 152 
Spirdropisj 91 
Spirula, 338 
SpinUirastraf 337 
Spondylrts, 262 
(Sjpon^^io&mnMaaa^ 173 
SpongiochUorif 53 
Sportella, 266 
Standdla, 274 
Slavelia, 259 
Stenoglossa, 163 
StenogyrUj 188 
SUnoplaXy 53 
StenoradsiOy 53 
StenothyrOy 154 
Stephanoceraa, 336 
StUiger, 181 
^«m, 153 
Stoastoma, 150 
StoloteiUhis, 342 
Stomatella, 149 
St&inatia, 149 
StraparoUina, 147 
StraparolluSf 147 
Strepsidura, 164 
StreptaxiSf 189 
StreptoceraSf 338 
Streptoneura, 142 
Streptostyloy 189 
StrombtiSf 155 
Strophia, 188 
Strophomenia, 60 
StrtUhiolaria, 155 
Styli/er, 158 
Styliger, 16 
StylincL, 158 
Stylomenia, 60 
Stylommatophora, 186 
SvbemarginviOy 149 
Submytilacea, 264 
SuMdUes, 154 
Succinea, 189 
Supra - intestinal gangi ion, 

113 
Sutural lamina, 42 
Sympltctoteuthis, 338 
Synapticola^ 266 
Synaptorhabda, 253 
Syndoamya, 270 



TaenioglosHa, 151 
ro^a/iM, 274 
raTi^miia, 265 
TanganyiciOy 154 
Tanynphouj 270 
Tooniu^ 340 
7apM, 270 
TVcton'iM, 152 
Tectibranchia, 167 
Tegmentum, 42 
TVtTio^toma, 150 
Teleodesmacca, 254 
Teleoplacophora, 54 
7e^o^et<^/tt5, 339 
Tellina, 268 
Tellinacea, 268 
Telobranchia, 54 
Tentacles, 67 
Terebellum^ 155 
7Vrcfrra,166 
rwcdo, 275 
Tergipes, 179 
Test, 28, 240 
TestaceUa, 189 
TrfAy*, 175 
Tetrabranchia, 332 
Teuthopsis, 842 
Thalassocerasy 335 
Thecacera, 177 
Thecalia, 264 
Thecosomata, 170 
Tbermoscopic eyes, 819 
I^tptoefon, 173 
TArocto, 275 
7%yca, 155 
TkyaanoUuthis, 839 
TitiscaniOf 150 
ToniceUu, 53 
Tontcia, 54 
Torinia, 158 
Tomatdlaea, 168 
Tomaidlina, 188 
Tbrno/ifio, 168 
Torsion (body's), 74 
Toxiglossa, 165 
Tracheal lung, 106, 189 
Trachdoteuthisy 338 
Trachyceras, 385 
TracJiydemumy 53 
Trachyglossa, 343 
Trachyodon, 54 
7V«7natono^t<«, 147 
Tremoctopusj 348 
7V«««, 274 
Triauly, 127 
TriboniophomSy 189 
Trickotropisy 156 
Tridachia, 181 
Tridacna, 271 
Trifora, 208 
2V(/i>rw, 154 



TV^miuz, 258 
Tri^PonocAZeuny^ 186 
Trtnama, 258 
Jrupa, 177 
2VM5W«a,177 
7Vi|9^a<», 168 
TVOow, 157 
TVitonia, 175 
Tritonuiea, 164 
Tritoniomorpha, 175 
2ViocAooer(E«, 883 
TrochaUhes, 383 
TVocAoiMmo, 150 
Trochosphere, 27 
TViocAotomo, 147 
TrocAiw, 149 
TrvpfujUf 164 
7Vy^«, 335 
TruncateUa^ 158 
2Vy6/uiwiii, 145 
Tudiela^ 164 
l^f^onto, 273 
!rur&i««22a, 164 
Twrfto, 160 
Turbonilla, 158 
rurricu/a, 164 
TwrriliUSy 335 
rurri^eZ2a, 155 
Twrtonio, 266 
TV^erio, 275 
ry2(x2tna, 173 
Tylqpoma, 152 
rjpAw, 164 
Typhobia^ 154 

Umbilicus, 80 
Umbo, 215 
rmdonitfm, 150 
UwbreOa, 174 
UncimeniOf 60 
Uudni, 89 
UngvZinOt 265 
trnieorrf&'vvfi, 265 
CTnto, 268 
Ur«tery, 182 
Urocoel, 16 
Urocydvs, 187 
C^TioM/jnna:^ 164 

Fa^nu/o, 190 
ro^Mto, 272 
Fo/vo/o, 152 
Famj^yro^ncMw, 842 
Fa9i^an«£to, 270 
Fanwosemui, 258 
VeUtintella, 148 
VeUger, 27 
Fe^orito, 266 
Velum, 27 
Velutina, 156 
Veneracea, 270 
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Vetiericanlia, 264 
Venenipis, 270 
Venielia, 264 
Venits, 270 
Veranya^ 389 
VermetuSy 154 
Verticordiay 277 
Vertigo, 188 
Ve^icomyo, 258 
Visceral commissure, 16 
riYrina, 187 
Viviparity, 21, 131 



F/o^a, 256 
Valuta, 165 
Voluthurpa, 78 
FWuoria, 168 
Fo2va^0/to, 169 
Fo^OTi/o. 168 
V^daella, 260 

iroM^io, 264 

Xenophorus, 155 
Xiphoteuthis, 887 



XylophagOy 275 
XylUrya, 275 

Fo^cfta, 255 

Zeidara, 149 
Zirphaea, 275 
^^io, 157 
^bni^ 186 
^(Npeum, 188 
Zygoneury, 142 



THE END 
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